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BBEJAEHUE

AKTYaJIbHOCTDH MPO0JIEMBI.
CemetictBo 3maku (Poaceae) BkitouyaeT B ceOsi OOJIBIIMHCTBO XO3SIHCTBEHHO-
[IEHHBIX BHJIOB PacTeHUM, 0cO00€ MECTO CpeAr KOTOPBHIX 3aHUMAIOT XJICOHbIE
3€pHOBBIE KYJIbTYpHI, TaKHE KaK TIICHHIIA, POXKb, PUC, KyKypy3a, OBEC, STIMECHb,
copro, Mpoco M JApyrue. ITa Tpylmna BO3JETbIBAEMBIX PACTECHUN SBIACTCS
HanOoJee 3HAUMMOM B XO3SUCTBEHHOM JESATEILHOCTH 4YEJIOBEKAa B KauyeCTBE
HMCTOYHHKA 3€PHA- OCHOBHOTO IMPOJYKTA €r0 NMUTAaHUS, KaK BaXKHBIE KOPMOBEHIE
KyJbTYPBl M KaK ChIPhE JUISI Pa3IUYHBIX OTpaciied mpombiinuieHHOCTH. CorjaacHo
naHaeiM DAO (http://www.fao.org) 3a 2016 rox B CTpyKType BaJIOBOIO MHPOBOT'O
IPOU3BOJICTBA 3€pHA MEPBOE MECTO 3aHMMaeT KyKypy3a- 40%, BTopoe- MiieHuIa
(29%), tpetbe- puc (19%). B Poccum mo ngaHHOMY TOKa3aTelto JIUAUPYET
mmenuna (60%), Ha Koo KyKypy3sl U puca npuxoautcs 13% u 1% BamoBoro
coopa 3epHa, coorBercTBeHHO (http://www.ab-centre.ru; nannsie 3a 2015 ron).
[TomaBnstomiee  OOMBIIMHCTBO ~ 3€PHOBBIX  KYJIBTYp-  aJUIOMOJUTUIOWIBI,
BO3HHKIIIKE B pe3yjbTaTe OOBESIUHEHUS HA PA3HBIX CTAIUAX DBOJIIOIUHU JBYX U
Oonee TeHOMOB B ofHOM sizipe. IlepBoi 3epHOBOM KyJIBTYpOid, TEHOM KOTOPOM
ObUT TONMHOCTHIO pacmmppoBaH, sBisercs puc, Oryza sativa L.,- maneo-
MOJUIUION, HMEIOIMH CpaBHUTENbHO HeOombmoii remom- 0.38 x 10° mm
(International Rice Genome Sequencing Project, 2005). T'enom apyroi
BAKHEHUILIEW 3E€pHOBOM KYJIBTYpbl- MATKOH, WM TEKCAINIOUIHOW IIIIEHULBI,
Triticum aestivum L. (BBAADD, 2n=6x=42) cocrasmsier 17.3 x 10° m, uyro ~B 43
pasa npesbitiaet reioM puca (Brenchley et al., 2012). [lanHbIi TEHOM BO3HUK B
pe3ynbTaTe NBYX payHAoB amononuruiougau3amuu: 1) 0.5-3 muH nmer Hazam B
pe3ybTaTe CKpPEIIMBaHUs MPEIAKOBBIX TUILUIOMIHBIX BUAOB T. urartu Thum. (AA;
2n=14) u Ae. speltoides Tausch. (BB; 2n=14) Bo3Huk ajoreTparuiona 1.
dicoccoides Thell. (BBAA; 2n=28); 2) 8000 mer Ha3ag B pe3yabTare
ckpemuBanus TeTparmtonaa T. dicoccum Schrank. (BBAA; 2n=28) u Ae. tauschii

Coss. (DD; 2n=14) Bo3nuk npenok rexcarwionaHon mmenuisl (Blake et al., 1999;



Huang et al., 2002; Dvorak et al., 2006). HexaBHO MeXayHapOIHBIM KOHCOP-
IIMYMOM I10 CEKBEeHHpOBaHMIO TeHoma mineHunbl (International Wheat Genome
Sequence Consortium - [IWGSC; http://www. wheatgenome.org) ObuIO
NPAaKTHYECKH 3aBEPIIICHO CEKBEHUPOBAHWE T€HOMa MATKOH mineHuibl. OaHaKo, B
ATOM, a TakXke B JAPYTUX CIydasx, BaXHO HE TOJBKO TMOJYYUTh IMOJHYIO
nepBuyHyr0  CcTpykrypy reHomHor JIHK, HO W mNOHATE MexaHWU3MBI
(YHKIIMOHUPOBAHHUSA, a TAK)KE€ 3aKOHOMEPHOCTH (DOPMHPOBAHUS CTOJH CIOKHOU
T€HETUYECKOW CUCTEMBI, UTO SIBISICTCS Topa3fo 0ojiee NIUTEIbHON U TPYI0EMKOM
3aJ1auen.

B GonbimmHCTBE ciiyyaeB 00pa3oBaHKE aJUIOTOIHIION A MOKET IPOUCXOTUTh
1100 B pe3ysbTaTe THOPUAN3ANNU MEXKITY TBYMS AUILIOUIHBIMH POTUTECIHCKAMU
BUJAMU C TIOCJIEYIOIIMM YABOGHHEM XPOMOCOM B COMAaTHYECKHX KJIETKax
rudpuaa, TM00 B pe3ysbTaTe CIMSHUS HEPEAYIUPOBAHHBIX MY)KCKHX M JKEHCKUX
rametr aurutonaHbix BuaoB (Chen and Ni, 2006). ITocie »Toro B mporecce
(GopMHpOBaHUS AUIONOJHUILIONA MOKHO YCJIOBHO BBIACTUTH JBE CTaJUU
(Feldman and Levi, 2009). Ha paHHe#l craguu NOPEUMYIIECTBCHHBIM
HamnpaBJieCHUEM  SBJIICTCS TPEJOTBpAIICHUE CIApPUBAaHUS  TOMEOJOTHYHBIX
XpOMOCOM (TIapHBIX XPOMOCOM POJHUTEIBCKUX BHUIOB) B XOAE MeHo03a, KOTOpPOe
3HAYUTEIBHO CHIKACT (EePTUIBHOCTH MOJHILIONAA ¥ TMPUBOJUT K Pa3HOTO Poja
XPOMOCOMHBIM aHOManusiM. [IpaBuibHOE pacxXoXKACHHWE XPOMOCOM B CiIydae
MSITKOW TIIEHUIIBI oOecrieunBaercst pyHkunonupoBanueM Phl mokyca (Griffiths
et al., 2006), a Taxke MexaHU3MaMHu OBICTPON pPEOPraHU3AIMH TOMEOJIOTUYHBIX
xpomomocom (Ozkan and Feldman, 2009). Ha mocneayrorieii, 6ojiee ATUTEIBHON
CTaU¥M DBOJIOIUHN AJUIOMOJIUIUIONJIHOTO TEHOMa MPOUCXOJIUT TOCTCIICHHBIN
nepexoa OT MOJUIUIOMTHOTO COCTOSIHUS K JUIUIOMIHOMY (JUILTOWIU3AIINS),
CBSI3aHHBIN C PEAYKIUEH M30BITOYHOTO TeHETUIECKOTO MaTepralia U CTPYKTYpPHO-
(YyHKUIMOHATBHOW  JUBEPIreHIIMEl T€HOB-TOMEOJIOTOB B CTOPOHY HX CYO- WM
neodynkuonanusanuu (Feldman and Levi, 2009; Chaudhary et al., 2009). Tax, y
MSITKOW TMIIEHUIIB TIPOU30ILIa peayKius npudam3utenbHo 10-16 TeIC. reHOB, 1O

CPaBHCHHUIO C CYMMAPHbBIM Ha60p0M I'CHOB JUINIOMAHBIX IPCAIICCTBCHHUKOB
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(Brenchley et al., 2012). Hapsimy ¢ 3TuM, OOJBIIMHCTBO PETYJISATOPHBIX T'€HOB,
OTHOCAIIUXCS K TPAHCKPUIIIMOHHBIM (PaKTOpaM, COXPAHUIU CBOIO CTPYKTYPHO-
(YHKIIMOHATBPHYIO OpraHM3alMI0 B cyOreHomax Mmsirkod mmreHuisl (Brenchley et
al., 2012). Dro yka3pIBaeT Ha MOJICP)KAHKE T'CHHBIX CETeH BHYTPH OTICIBHBIX
CyOreHOMOB U WX BKJIAJ B HEAJJUTHUBHYIO SKCIPECCHUIO T'€HOB M T'€HETUYECKYIO
MJIACTUYHOCTD, XapaKTEPHBIE IS aJUIOMOJIUTLIONTHOTO TEHOMA.

BolicHeHHEe MEXaHU3MOB PEOPraHU3alMy  AJIIONOJUIUIOUIHOTO TeHOMa
CBSI3aHO C HUCCIICOBAaHUEM JBOJIIOIMH OTIACIBHBIX CTPYKTYPHO-(PYHKITHOHATBHBIX
KOMITOHEHTOB PaCTUTEILHOTO TEHOMA B XOJI€ MPoIiecca aJlIONOINIUIOnIu3anuy. B
NEepBBIX paboTax aHajiu3 CTPYKTYphl T'€HOMa MPOBOJIUIICS C HCIOJIH30BAHUEM
MeToJ1a oneHkH ckopoctu peacconmanuu JITHK (Britten and Kohne, 1968). beun
BbIIeNIeHbl  pasnuunble  kiacckl  JIHK,  pasnuuarommecs 1o CKOpPOCTH
peaccornuaIu u, CIe0BaTeIbHO, TI0 CTETICHH MTOBTOPEHHOCTH:

1) TloBTopsronuecs nocnenoBarensuoctd JIHK (ITIT JIHK), cocrasnstomue
10 90-95 % sanepuoit JIHK (Flavell et al., 1974; Paux et al., 2006).
[IpeobOnanatomas uvacte [III JIHK He komupyer Kakux-iuOO MPOAYKTOB,
3HAUUMBIX ISl KJIETKA WM OpTaHu3Ma. JTa YacTh BKJIIOYAET MHOTOYMCIICHHBIC
CEMEMCTBAa PACCESIHHBIX MO T'€HOMY MOOWMIIBHBIX 3yeMeHTOB (MD), B IepByrO
odepeqlb, PETPOTPAHCIIO30HOB, cojepxkamux LTR- 1gauHHBIE TepMHUHATLHBIE
nostopsl (Flavell et al., 1992; Kumar and Bennetzen, 1999; Sabot and Schulman,
2006). MD Moryt komupoBaThb O€JIKHM, HEOOXOAMMBIE [JIi UX COOCTBEHHOIO
pasMHOkeHusa B reHome. [pyroil tun Hekomupyrommx [T JIHK- carennutHas
JIHK, npencraBneHHass TaHAEMHBIMU ITOBTOPAMM PA3JIMYHOW JUJIMHBI, KOTOPHIE
pacmoJIOKEHBI B BHJIE KJIACTEPOB- KPYMHBIX CKOIUICHUH, 00pa3yrommx
reTepoxpomMaTriHoBbIe 010ku XpoMmocoM (Heslop-Harrison, 2000). Yacts ITIT JITHK
MOET KOJIUPOBATh MPOIYKTHI, HEOOXOAUMBIC IS TOAJCPKAHUS BAKHEUIIINX
KU3HCHHBIX (YHKIIMHA OpraHu3Ma Ha BCEX CTaJIHMsIX ero >KH3HEHHOTO ITMKJa, Kak,
HarpuMep, T€HbI, KOJUPYIOIINE KOMIIOHEHTHI O0€TOK-CUHTE3UPYIOIIEro armapara;

pubocomaneuyo PHK (pPHK), tpancnoptayro PHK (TPHK) u ap.
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2) VYHHKaJIbHBIE WIM HU3KOKOMUWHBIE KOAUPYIOIIHE IOCIEI0BATEILHOCTH
JIHK, a Takye HEemocpeiCTBEHHO CBSI3aHHBIC C HUMH PETYJSTOPHBIC DJIIEMEHTHI.
CoCTaBNsIOT HAaWMEHBIYI0 YacTh pacTHTENbHOTO reHoma- 1-5% (Schmidt,
Heslop-Harrison, 1998). Cpeau HMX MOXKHO BBIACIUTH OOIIME T€HBbI, WM T'CHBI
«JIOMaITHETrO XO35CTBa», BKIIOYAIOUIUE TaKxke MNpenapiayie koaupyromue [T
JIHK. Jlpyras oOmmpHas rpymma- crieluain3upoBaHHbIe TeHbI, KOHTPOJIUPYIOLIUE
cnenupuyueckre (QYHKIMM KIETOK TE€X WM HUHBIX TKaHei. Ocobas posib cpenu
MOCJIEIHAX TPUHAJICKAT TPAHCKPUIIIIMOHHBIM (DaKTOpaM, HWHHUIIUHUPYIOIIAM
MepPeXo ] K Pa3IMIHBIM CTaIUSIM KHU3HCHHOTO IUKJIA PACTEHUSI.

I'ew VRN-1 'y 37makoB  KOAMpPYET  TPAHCKPHUIIIMOHHBIMA  (akTop,
KOHTPOJIUPYIOIIMA BaKHEUIINMK (U3HMOJOTUYECKHM MPU3HAK- PEaKIUI0 Ha
SApOBU3AINIO (BO3/IEHCTBUE HU3KON TEMIIEPaTypou Il MHAYKIIUU KOJOIIEHUS) U
Mepexo;] KICTOK alMKaTbHOW MEPHUCTEMBI CTEOJIS B KJICTKHA T€HEPATHBHBIX TKaHEH
(Murai et al., 2003; Yan et al. 2003). Bce Tpu roMeoJIOTHYHBIE KOITUU JaHHOTO
reHa y MATKOW MIIEHUIBI SBJISIOTCS (PYHKIIMOHAIBHBIMUA WU, B 3aBUCUMOCTH OT
CTPYKTYPBI PETYISATOPHBIX PAaHOHOB, OMPEACISIOT PAa3IMUHYI0 YyYBCTBUTEIHLHOCTh
K spoBu3aiuu (spoBbiec U o3umMbie (opmbi) (Yan et al. 2004a; Fu et al. 2005).
Kiaccuyecknii reHeTMUeCKHMH aHajiu3 BBISIBUJ OMNpEJeIICHHbIE KOMOWHAIUU
JIOMUHAHTHBIX U periecCUBHBIX TomeosioroB VRN-1 y pa3audyHbIX cOpTOB sIpOBOM
MSTKOW TIICHUIIBI, TMPOU3PACTAIONINX B TEX WU WHBIX KIMMATHYECKHX 30HAX
(Pugsley, 1971; Stelmakh, 1993). Ognako 10 CHX MOpP HESICHBI MOJIEKYJIIPHBIC
MEXaHU3MBl ~ PETYJSIIUU  JAaHHOTO TEHa, OMNPEACISIONINEe OCOOCHHOCTH
B3aMMOJICUCTBHSI TOMEOJIOTOB U WX COBMECTHOTO BIMSHUS Ha (HDEHOTUITHYECKUMA
npu3Hak. TakXe OCTArOTCSA HEBBIICHCHHBIMH IYTH M MEXaHW3MBI JIUBEPTCHIINH
romeosioroB VRN-1 Ha pa3nuuHbIX CTaaUsAX SBOJIOLMHU: OT JUIUIOMIHBIX MPEIKOB
710 PA3IUYHBIX AJUTOTIONUIIIIOUTHBIX (POPM MIICHHIIBI.

Heapr u 3agaum uccjenoBaHus. lleqp HACTOSIIETO HCCIEIOBAHUS 3aK/I0OYaIach B
YCTAHOBJICHUH OCOOCHHOCTEH PEOpraHHM3allii TPEX KOMIIOHEHTOB T€HOMa B TPOIIECCE

0o0pa30BaHusl W HBOJIOLMHU AJUTOTMONUIUIONAHBIX ¢GopMm 3makoB: 1) MO kmacca LTR

peTpoTpancno3oHoB; 2) TanaeMubix [T JIHK, Bkirogas reHsl «J1oManiHero Xo3siicTBay,
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kogupytomme pPHK; 3) 3HauMMbIX U1 ajantanuy CHEUUaIu3UpPOBAHHBIX I'€HOB Ha

npumepe rera VRN-1.

B pab6ote ObU1M TOCTaBIEHBI CASAYIONIUE 3aJaUH:

1. IlpoBecTu cpaBHUTENBHBIN aHAIN3 CTPYKTYPHOH OpraHU3aliy OTIEIbHBIX CEMEICTB
LTR-peTpoTpaHCIIO30HOB B  COCTaBe TI'€HOMOB pPa3jMYHBIX  €CTECTBEHHBIX
AJJTOTIOJIUIUIONAOB CEM. 3JIaKH U UX JTUIIJIOUIHBIX PEIIECTBEHHUKOB:

- y aJUTOTETPAILUIOMIHBIX M JUILTOMAHBIX BUI0B Komiuiekca Oryza officinalis puca;.
- y MATKO# mieHuIpl, T. aestivum.

2. C moMomipi0 MOJIEIM CUHTETUYECKUX aJUTOMOJIUILIONIOB (aM(UIIONIO0B) MIEHUIIBI
M3YYUTh BO3MOXHBIE CTPYKTYPHBIE M KOJUYECTBEHHBbIE M3MEHEHUS CATEJLIMTHBIX
1 JHK, a Takxke renoB pPHK, xapakrepusyrommuxcs cnenupuyeckuMu
O0COOCHHOCTSIMU KCIIPECCUU HAa PAHHUX CTATUSAX aJUIOMOIUILIONTA3AIIIH.

3. IlpoBectn aHamu3 CTPYKTYpHO-(YHKIIMOHAIBHOW JHUBEPTEHIIMH TOMEOJIOTUYHBIX
reHoB VRN-1 B Xo/1e 9BOTIONNH aJIJIOMOTUIIIONIHBIX (hOPM MIIICHHUIIBIL.

- U3y4UTh U3MEHEHUS B CTPYKType peryisTopHbix pailonoB VRN-1, Bnustomue Ha
HKCIPECCHUIO ITOTO TeHa U ero (PeHOTUITNYECKOE TPOSIBICHNUE;
- pa3paborath cuctemy [II[P- mapkepoB, MO3BOJAIONIYIO MPOBECTH KOMILIEKCHYIO
OLICHKY CTPYKTYpHO- (yHKIMOHanbHOM muBeprenunn VRN-1 nokycoB B xone
9BOJIIOLIMM BUJIOB MIIEHULIBI PA3JIMYHOTO YPOBHS IUIOUJHOCTH.

4. Uzyuuth mnpoucxoxaeHue paznuuHbix romeoamteneir VRN-1 B xonme sBomtoruu
MEPBBIX TETPAIUIOUIHBIX BHUJIOB MIIEHUIBI U UX AUIUIOUJHBIX MPEAIIECTBEHHUKOB.
OueHUTh PoOJIb AUIOMONHUIUIONIU3AIMUY B (POPMHUPOBAHMHM OTUX aJUleJied W UxX
KOMOMHAIUH, ONpeeNsiomuX pa3HooOpazue SpoBbIX (OPM MATKOM MIICHHIIBI,
aJanTUPOBAHHBIX K PA3JIMUYHBIM KIMMATUYECKUM YCIOBHSIM.

Hayuynas HoBu3Ha paGorbl. B Hactosmeld paboTe mNoJydeH psJ HOBBIX

MPUOPUTETHBIX PE3YJIbTATOB i1 (DyHIaMEHTaIbHBIX HCCIIeNOBaHUM. M3yueHo

y4acTHe pPa3Iu4HbIX [0 TUIy OpraHu3anuu u  (GYHKIUOHAIBHOW POJHU

nocienoBatenbHocTed  renomHod  JJHK B mpomecce  mpeoOpazoBanus

AJUIOTOJIUIUIONTHOTO TEHOMA 3JIAKOB.

BnepBbie nokazaHo coxpaHeHHe CIelM(pUYECKON CTPYKTYpPHOU OpraHu3aIiu

OT/ACNbHBIX cemelcTB L TR-peTpoTpaHCIIO30HOB B COCTaBe CyOr€HOMOB
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MOJMIUIOWIHBIX BHJOB pPHUCA, a TaKXke MATKOM IIICHUIbl Ha MPOTKEHUU
IIPOLIEAIEr0 MEPUOAA IBOJIIOLUMH YKA3aHHBIX ITOJIUILIOUIHBIX BUIOB.

BriepBbie yCTaHOBIIEHO, UTO YK€ HA PAHHUX CTAAMAX AJUIOMOJUAILIONIN3AUN
IPOUCXOJAT AeNEeU HeakTUBHOM yacTu reHoB pPHK B ogqHOM U3 poauTenbekux
F€HOMOB. BriepBpie IOKa3aHO, YTO 3TU U3MEHEHHS HECIYyYallHbl U IPUBOMAT K
dopmupoBanuto Toit opranuzanuu p/IHK, xotopas coxpaHseTcss Ha MPOTIKECHUH
JUIUTEJIBHOTO TIEpUOJa HJBOJIOLUU Y AHAJIOTUYHBIX [0 TE€HOMHOMY COCTaBY
€CTECTBEHHBIX aJUIOTOJUIION/IOB.

C 1noOMOIIBK0 MOYTH-U30TCHHBIX JIMHUKA MSATKOM TMIIEHUIBI, COJCPKAIINX
aiutenn VRN-B/ reHa ¢ paznuyaronieiicsi CTpyKTypoO# MepBOro MHTPOHA, BIIEPBBIC
YCTaHOBJICHO BJIMSIHHE 3TOrO PEryJATOpHOro paiiona Ha tpanckpumnuuio VRN-1 u,
KaK CJIEICTBUE, CPOK KOJIOLICHHUS.

BriepBrie moka3zaHo, 4TO MPOLECC a/UIONOJUILIONIN3AIMNA, COMPOBOXKAAEMbIN

MCKYCCTBEHHBIM OTOOPOM SIPOBBIX (DOPM 3HAUMTENIBHO YCKOPHI (hOPMUPOBAHHUE U
pacnpocTpaHEHUE HOBBIX JIOMUHAHTHbIX ameneil JjokycoB VRN-1 u wux
KOMOMHAIUK (TalyIOTUIIOB), ONTUMAJIBHBIX JJIA T€X WM HHBIX KIMMATUYECKUX
yCIOBUM Y, BO MHOTOM, OOECHEYHMBIIMX IIHPOKOE PacIpoCcTpaHEHUE
MOJIUTIJIONTHON TIICHUIIBI, B TOM YHCIIE, TIEPBBIX TETPAILIOUAHBIX €€ (popMm u
0COOEHHO TeKCaIUIOUIHON NeHunsl 1. aestivum.
Teopernueckass W NpPaKTHYeCKas 3HAYMMOCTH padoTbl. [lonyueHHble B JaHHOM
paboTe pe3yabTaThl MOTYT OBITh UCIIOJIH30BaHbI: 1) B UCCIEOBAHUAX, HATIPABICHHBIX HA
BBISICHCHUC MCXAaHM3MOB PpCOpraHvu3alv aJUIOMOJUINIONIHOI0O TCHOMA C Y4YaCTHCM
pazmumuneix [IIT JITHK, Bkitouas BeICOKO-KOMMHHBIE M3, yMEpEeHHO-KOMUMHBIE TEHBI,
konupytoume pPHK, TangemHble mOBTOpBI; 2) I MCCIEAOBAHUS MOJIEKYJSPHBIX
MCXaHU3MOB B33PIMOI[€I>1CTBH$I T'OMCOJIOTUYHBIX T'€CHOB B COCTAaB€ AJIJIOIMOJHUIIIIONIHOI'O
reHoMa; 3) st uzydeHus: BnusHug reHoB VRN-1 na dopmupoBaHue Tuma pa3BUTHS
pacTCHUus U ACTCPMUHALINIO CPOKA KOJIOIICHUA Y aJUIOIMMOJIMIIONIHBIX (I)OpM 3JIaKOB.

IlomuMo omnmcaHHOM TGOpGTH‘IGCKOfI SHAYMMOCTH PE3YJIbLTATEI pa6OTI)I HUMCHOT U
OONBIIYI0 TPAKTUYECKYI0 IEHHOCTh s OTOOpa (OopM NIIEHUIBI C 3aJaHHBIMH

koMOuHanmmsmMu  ayenet reHoB VRN-1 ¢ momoinpio pa3paboTaHHOTO COHMCKATelIeM
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komIuiekca amtens-cnenuduuasix JIHK-mapkepos. IlomyueHnsble pe3ynbTaThl MOTYT
OBITh HCIIOJIB30BaHbl KaK B CEJEKIMOHHBIX MpOrpaMMax, Tak U B 00pa3oBaTEIbHOM
npoliecce, a UMEHHO B JIEKIMSX Kypca «Teopus cenekiumn», ynTaeMoro oakanaspam 4-
ro kypca ®EH HI'V.

OCHOBHBIE M0JI0KEHH Sl JUCCEPTALMH, BBIHOCHUMbIE HA 3aILMUTY:

1) I'enom- cneuuduyuHble OCOOEHHOCTH CTPYKTYpHOH opranu3anuu cemeiictsB LTR
PETPOTPAHCIIO30HOB, XapaKTEpHbIE U1 JUIUIOMAHBIX BHMJIOB 3JaKOB, B LEJIOM
COXPaHSIOTCS TPU TepeXxoie Ha MOJIUILIONTHBIA YPOBEHb OPTaHU3AINH TeHOMA.

2) Ha paHHUX cTamusxX ajUIONMONUILIOWIAM3ANNN y 371aKOB B OJHOM M3 POAUTEIBCKUX
T€HOMOB ITPOUCXOST KOJMUYECTBEHHbIE U3MEHEHUS JIOKYcOB reHoB pPHK, oTpaxkaromme
O0COOEHHOCTH SBOJIIOIIMM 3TUX TE€HOB Y AaHAJIOTMYHBIX [0 TEHOMHOMY COCTaBy
€CTECTBEHHBIX aJUTOTIOJIUILTION/IOB.

3) CtpykTypHO- (yHKIMOHANIbHAsA TUBEpreHius romeonornynsix reHoB VRN-1 B xoze
HBOJIIOLUH AJUTONOJIUILIONIOB MIIEHUIIBI COMPOBOXKIANACh U3MEHEHUSIMH B CTPYKType
OCHOBHBIX PETYJISITOPHBIX pailOoHOB, B TOM 4YHCIE, B |-M HHTpPOHE - H3MEHECHHUSMH,
OKa3bIBAIOIIMMU BIUAHHE Ha ypoBeHb TpaHckpunuuu reHa VRN-1 wu ero
(heHOTUTINYECKOE MPOSBIICHUE (CPOK KOJIOIICHHUS).

4) Amnemu wu ramnorunbl  VRN-1, accouuupoBaHHBIE € SIpOBBIMH  (hOpMaMH
MOJUIUIONIHBIX ~ BHJOB  TIIEHUIIBI BO3HUKIM  HE3aBUCUMO  OT  JUIUIOMTHBIX
MPEIIICCTBEHHUKOB, HAYWHAsl C TEPBBIX TETPAIUIOMIHBIX BUIOB, W, B JAJbHEHIIEM,
PacpoCTPaHUIINCh B XOJI€ CEJICKIIUH B Pa3IMUHBIX 3KOJIOr0-reorpauueckux peruoHax.
AnpobGanus padorel. Marepuansl AuccepTauud ObUTM TpenctaBieHbl Ha 30
Pa3UYHBIX POCCUUCKUX W MEXIYHAPOJHBIX KOH(PEPEHIMSIX, B TOM YHCIE, Ha
Mexnaynaponnoit koHbepeHInu «CoBpeMeHHbIE MPOOJIEMbl TEHETUKH, PaJIUo-
Oouonoruu, paauoskosiornu W sBomouu» (2005, EpeBan), MexayHapoaHoit
koH(pepennuu «[lomummonams, T'ereposuc u Onureneruka» (2007, Ilexun),
MexayHapoaHou MOJIOAEKHOU HAy4YHO-METOAUYECKOU KOH(epeHIuu
"IIpoGnemMbl MonekyasipHOod W kierouHod Ouonoruu" (2007, Tomck), Mexny-
HapoaHoW koHbepeHnuuu "Xpomocoma 2009" (2009, Hopocubupck), 19-m
MEKIyHApOJIHOM cuMmIo3uymMe 1o kaptupoanuio (International Triticeae

Mapping Initiative) (2009, Knepmont-®Deppan), MexayHapoaHOH KOH(EpEHIHH
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«CoBpemeHHass  OMOTEXHOJIOTHSI  CEIbCKO-XO3SWCTBEHHBIX  pPACTEHUH U
ouobe3onacHocth» (2010, Opecca), 15-i1 MexayHapoaHoil KOH(MEpPESHIIMH
EBpomneiickoro coobmecta no aneymionnam mmenunsl (EWAC) (2011, Hoeu
Can), Mexnynaponnoit koHdepeHuuu «['eHeTHUEeCKHE pPecypchl MIICHUIIBI U
resomuka» (2011, HoBocubupck), 2-ii MexayHapoaHOH KOH(}EpeHIMU
«Pacrenne, reHeTvka, reHoMuka u OumotexHosorus» (2012, Upxkyrck; 2015,
HoBocubupck), MexyHapoaasix konpepennusax «lloaummonaus, rudpuauzamnms
u 6uopasznoodpasue» (2012, IIpyronune; 2016, PoBuns), 12-M MexnyHapoaHom
CHMIIO3UyMe 10 reHermke murenuns! (2013, Mokorama), VI Chesne Bamios-
CKOro oOIecTBa TEHETHMKOB U cenekinuonepoB (2014, PoctoB na Jlony),
Konrpecce EBpormeiickoii accoumaiuu mo MCCIEJOBAHUSIM B 00JacCTH CEJICKIIMU
pactenuit (EUCARPIA, cekmus 3nmakoBbix) (Bepaurepone, 2014), 3-it Mexmy-
HapoJIHOM KoH(epeHUnHn «l'eHeThKa pacTeHui, reHOMHKa, OnomH(popMaTHKa U
ouorexnosorus» (2015, HoBocubupck), 10-it MexayHapoiHON KOHPEPEHLHH 110
OononH(pOpMAaTHKE, PEryJIAIUNd TeHOMa U CTpyKTypHO# Onosoruu (BGRS) (2016,
HoBocubupck), MexayHapogHOM CHUMIIO3UYME [0 CHUCTEMHOW OHOJIOTUU U

ououndopmaruke (2016, Cankr-IlerepOypr).

JInyHbIi BKJIaA aBTOpa. ABTOPY MNPHUHAMJIECKAT ITOCTAHOBKA LIEJIM W 33134
uccienoBanus, o0paboTka, UHTEpHpeTanus U 000OIICHHE Pe3yIbTaTOB.
MonekyasspHO-TEeHETUYECKass 4YacTh BBINOJHEHA aBTOPOM CaMOCTOSITENBHO, 3a
UCKJIFOUEHUEM MUKPOCKOIMMYECKOTO aHaJIM3a MpenaparoB MeTada3HbIX XPOMOCOM
(Bemomnuuna WU.I'. Agornna, Ullul" CO PAH) u ananuza skcnpeccun reHOB 455
pPHK c nomomipto okxpammBaHusi XpomocoM cepeOpom (Bbimonnuiaa E. ]I
banaera, UOI'en PAH).

Myonaukanuu. [lo teme nuccepranuu omyOauKoBaHO 27 cTaTeil B BeIyIIUX
OTEUECTBEHHBIX M 3apyO€KHBIX pELEH3UPYEMbIX >XypHaliax u 19 crareil B
cOOpHHMKaX HAyYHBIX TPYJIOB

O0bem m crpyktrypa padotbl. [luccepramus COCTOUT M3 BBEAECHMs, 0030pa

JUTEPATYpPhl, OMNHMCAHHUS MaTepUaJoB M METOHOB, PE3YyJIbTaTOB, OOCYXIECHUS,
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3aKJIIOYCHUS, BBIBOJOB, CIMCKA JIATEPATypbl W TPUJIOKEHUs. Marepuan
JUCCepTallUM U3JIOKEH Ha 335 CTpaHHUIaX IMEYaTHOrO TEKCTa, BKJIIOYas 14
Tabmui 1 58 pucyHKoB. CIUCOK IMTHPOBAHHON JUTEPATYyphl COAEPKUT 593

padoTHI.
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I')TIABA 1. OB30P JIMTEPATYPBI

1.1. Anjononumionau3auusa- OCHOBHOW (aKTop 3BOJIOUMH BBICHIMX
pacreHui

[Tonmumnonan3zanus (KpaTHOE yBEJIMUEHUE YUCIa HA00pa XPOMOCOM ) SIBIISIETCSA
BaXHEUIMM (akTopoM BupooOpazoBanus pacrenuit (Adams and Wendel, 2005).
[Tonummonaus MMUPOKO pacpoCcTpaHEeHa CPEA MOKPHITOCEMEHHBIX PACTEHUN U, B
[[EJIOM, MOXXHO BBIICTUTh JBa THUMNA TMOJHUIUIOWIOB: aBTOMOJMILIONABI U
AJJTOTIONUILION TBI. ABTOTIOJIUILIONABI 00pa3yIOTCs MyTeM KpPAaTHOTO YMHOXKEHUS
Yrcia XpPOMOCOMHBIX HabopoB oxHoro Buaa (Stebbins, 1971; Chen and Ni, 2006).
AnononumIonisl 00BIMHO MPOUCXOIAT B pe3yibTaTe THOPUAM3ALUUA MEXKITY
JABYMsI BUJAMH, YTO NMPUBOJUT K OOBEIUHEHHUIO PA3IUYAIOIINXCS XPOMOCOMHBIX
HaOOpOB ATHX BUAOB B OJHOM siape. OObeqUHEHNE T€HOMOB pPa3IUYHbIX BUIOB
MOKET 00eCIeYnTh HE TOJIBKO COUETaHHE MX TEHETUYECKHUX OCOOEHHOCTEH, HO U
CO3/1a€T HOBBIE BO3MOKHOCTU JJII CO3/IaHUS T'€HETUYECKOTOo pa3HOoOOpasus B
pe3ynbTaTe MEXI€HOMHOIO B3aUMOJICUCTBHS, YTO JENAeT aJUIONOIUILIOUANIO
MOTCHI[HAIBHBIM UCTOYHMKOM HOBBIX BuaoB (Soltis and Soltis, 1999; Otto and
Whitton, 2000; Pires et al., 2004; Adams and Wendel, 2005).

b onmcaHbpl HECKOJIBKO MEXaHM3MOB (POPMHUPOBAHUS AJIOTIOIUIIONIOB.
JIBycTyneHuatass MOJAENb IMpenanosaraeT (OpMUPOBAHUE ajuIOTeTparvionaa B
pe3ynbTaTe MEKBHUAOBOIO CKPEIIMBAHUS C MOCIEAYIOIUM yIBOCHHEM XPOMOCOM
B comatuyeckux kietkax rubpuaa (Puc. 1A). OmgHoCTyneHYaThlii MeXaHHU3M
npernoaraer o0Opa3oBaHUe AJIJIOTIONIUITIION 1A nyTeM CIIUSTHUS
HEpeIyIIUPOBAHHBIX MYCKUX U KEHCKUX TaMeT TUIUIOUIHBIX BUAOB. [locnennue
GopMupyroTCs B pe3ylibTaTe HapyUIeHHH Meiio3a Ha CTaAuM MEPBOTO JIEJICHUS
(FDR: first division restitution) umu Broporo aencuus (SDR: second division
restitution) (Puc. 16) (Ramsey and Schemske, 1998). Ilpsimas ruGpuanzanus
MEXIy JBYMsl aBTOMNOJHUIUIOMJHBIMU BHJAMHU SBIISETCS YACTHBIM CIy4yaeMm
onHocTtyneHyaroro Mexanusma (Puc. 1B). MexaHusM TpUIUIOUIHOTO MOCTa

(triploid-bridge) BkmrouaeT cTaguio OOBEAMHEHHUS HEPEIYLMPOBAHHOW U
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peIIYHHpOBaHHOﬁ ramMeT OT ABYX JUINIOMJIHBIX BUJIOB U 3aTCM HCPCAYIUPOBAHHLIC
raMeThl TPUILUIOWAA CIIMBAIOTCA C PEAYIUPOBAHHBIMH TaMeTaMH JHILIONAA C
oOpaszoBanneM ctabunpHOTO aymwtorerpamionaa (Ramsey and Schemske, 1998;
Yamauchi et al., 2004).

Jlo 1970 roma cYMTANIOCh, YTO MOJHUILIONIBI 00Pa3yOTCsS B OCHOBHOM ITyTEM
COMATHUYECKOTO YJBOCHHUSI XPOMOCOM (3UTOTHI WIIM KJIETKU MepucTeMbl). Haunnas
¢ 1975 rona HayaJiM HaKAIIMBAThCs PaOOTHI, OKA3aBIINE IIMPOKOE PaCcIpOCTpa-
HCHHNC MCXaHH3Ma HCEPCAYUUPOBAHHBIX TI'aMCT, KaK OCHOBHOI'O HCTOYHHKA
o0Opa3oBaHMs aJIOMIOJIMILIONTHBIX BUI0B pactenuit (Harlan and De Wet, 1975;
Parrott and Smith, 1984; Lelley et al., 1987; Veronesi et al., 1988; Van Tuy et
al., 1989; Jones, 1990; Ray and Tokach, 1992; Pringle and Murray, 1992).

A b B
P1 P2 P1 P2 P1 P2

CauaHue
F1 HepexynH- IIpamas
POBaAHHBIX rHOpHIH3AIHA

YaBoeHHE ramMer
l \4 \J

XPOMOCOM

IIponyKuMsa aJJIoOTETPAIVIOHIOB HJIH aM@PHUIUIIOHI0B

Puc.1 Mogenu popmuposanus amtononumionaoB (Chen and Ni, 2006). A-
amuaumionsr GopMupyercss B pesyibTaTe THUOPUIU3AIUMU MEXKAY IBYMS
JTUTUIOUTHBIMU  POJTUTEIBCKUMH PACTEHUSMH, TPUHAIICKAITUMA Pa3HbIM
BugaM (P1 u P2) ¢ mocneayrommmM yaBoeHHEM XPOMOCOM («JIBYCTyTICHUATAS
Mozenb); b- chausHue HepeayIHUpOBAHHBIX MYKCKHX M JKCHCKUX TaMeT
MPUBOAUT K 00pa3oBaHui0 aMmbuIUIUIONa («OAHOCTyIIeHYaTass MOJIEeTbY); B-
ambugumons; oOpa3zyeTcss MyTeM MNpsSAMOW THOPUAM3ANUM MEXKITY IBYMS
pacTeHUSIMU, TPUHAMICKAINIUMH  pPa3HbIM  aBTOTETPAIJIOWIHBIM  BUIAM
(«omHOCTYHIEHYATAs] MOJIETbY).
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OOpa3zoBaHue  E©CTECTBCHHBIX  QJUIONOJIMILIONIOB B TMPUPOAEC  MOTYT
CYIIECTBEHHO OTPaHUYUBATH IKOJIOTHYECKHE Oapbepsl, ruoOpuIHAS
HECOBMECTUMOCTh (TIpe- U MOCT3UTOTUYECKUE PENpPOAYKTHUBHBIE Oaphephl), a
TaK)Ke HU3KHUE YaCTOThI 00pa30BaHUs HEPEIYIIMPOBAHHBIX TaMET M XPOMOCOMHOTO
ynBoeHusi. DepTHILHOCTh BHOBH-OOPA30BAHHBIX AJUIOTIOIHMILIONIOB 3a4acTyIO
MOHMKCHA H3-32 MEHOTHUYECKON HECTaOMIILHOCTH, BO3ZHHUKAIONICH B pe3yJIbTare
CTIApUBAaHUS TOMEOJIOTHYHBIX XPOMOCOM M PEKOMOMHAIIMN MEXITy HUMH. TeMm He
MeHee, AJUIOMOJUILUIONIUSI BEChMa MIMPOKO PACIPOCTpaHEHA CPEeld PACTCHHH U
MHOTOKpATHO Mpoucxonwia B ucropun MHorux BumoB (Soltis and Soltis, 1993).
Ha ocHOBaHWM aHaiM3a JAaHHBIX, MOJIYYCHHBIX B PE3y/IbTaTe CEKBCHHUPOBAHUS
TCHOMOB OBLIO YCTAaHOBJICHO, YTO MHOTHE BHUJBI, paHEe CUUTABIIAECS
IUTUIONIHBIMH, HAa CcaMOM JieJie  SIBJISIOTCS  JPEBHUMH  ITOJIMILIOWAMHU
(maneonmoymmrongamu) (Wolfe, 2001; Cui et al., 2006). D10 MOXeT
CBUJICTEJILCTBOBATh O TOM, YTO pACTEHUS B XOJIE€ DBOJIOIWHU BhIpAOOTAIN
TOBOJIbHO 3((PEeKTUBHBIE CITOCOOBI MTPEOJIOICHHS BHIIIICHA3BAHHBIX OapbepoB. Cam
(GaKT HIMPOKOTO PaCHpPOCTPAHCHUS AJUIOTIOIMILIONIOB B MPHUPOJE YKa3bIBACT Ha
UX CEJIEKTUBHOE MPEHMYIIECTBO. B KauecTBE OCHOBHI IS 3TOTO MPEUMYIIECTBA
paccMaTpuBalOTCS SIBJIICHUS T'eTEPO3UCa, JT030BOTO dPQeKTa TCHOB, YBEIHMUCHUS
TCHETUYECKOTO pPa3HooOpa3usi W penpoaykTuBHble kKadectBa (Comai, 2005;
Osborn et al., 2003). TI'erepo3uc wunM «rubOpuHAs CHIa» 3aKJIOYACTCS B
MOBBIIICHUM JKM3HECTOMKOCTH W TUIOJOBHTOCTH THOPHJIIOB, YCKOPSHHHM pOCTa U
YBCIIMYCHUM HMX pa3Mepa, 10 CPaBHEHHIO C POJUTEIBCKUMH BHIAMH. OTH
CBOMCTBA MOTYT O0OECIIEUMBATHCS 3a CYET B3aUMHOTO YcuieHUs 3(PQheKToB
pa3u4HbIX ayenel B rereposurotHom coctosauu (Chen, 2010; Nasrallah et al.,
2000; Fujimoto et al., 2011). B wactaoctu, rubpun mexxay Arabidopsis arenosa u
A. thaliana mnposBiseT reTepo3ucHbIH (EHOTHI B pe3yabTaTe YCHUJICHHUS
peryasaTopHbiX 3(h(HEeKToB reHoB, KOHTpoaupyromux mupkaaabii put™ (Ni et al.,
2009). BrnusHre 10361 TEHOB Ha HX OJKCIPECCHI0 U (DEHOTUIT TaKKE MOXKET
CIy)kuTh mnpuumHOi rereposmca (Osborn et al.,, 2003; Guo et al., 1996).

VBennueHue KOJIMYECTBA TI'€HOB CO3JacCT TOTCHHUAJIBHYIO BO3MOXHOCTDH
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MOJIABJICHUSI BPEJOHOCHBIX PELECCHBHBIX ayuened momuHaHTHRIME (Comal,
2005). TIlomummo  mnpuoOpeTeHHs  YCTOMYMBOCTH K  HYJIb-MYTaIlHUsM,
mpernoiaraeTcs, 4YTo IYIIUIIMPOBAHHBIE TEHbI O00ECMEeYHBAIOT pa3HOOOpasue
HaTTEPHOB IKCIIPECCHH, YTO 00JIeTUacT aJanTUBHYIO 3Bosrouio (Ha et al., 2009).

Jpyroe npeuMyIiecTBo ajijIONOIUIUION OB 3aKIII0YAETCS B UX PEMPOYyKTUBHOM
cucteme. [y1st ONBIIMHCTBA AJUIOTOIUILIONIOB XapakTepHa CaMOCOBMECTHUMOCTD,
WIK CIIOCOOHOCTh K CaMOOIBUICHHIO (Jake Korjaa o0a WK OJUH U3 POJUTENei-
MIEPEKPECTHOOIBUISIEMBIE), KOTOPasi OJArONpUATCTBYET OBICTPOMY Pa3MHOKEHHUIO
(Comai, 2005; Okamoto et al., 2007). Xors caMOCOBMECTUMOCTb MOKET
OPUBOJUTH K MHOPETHOW JIENpecCUr MyTeM HAKOIUIEHUS PELIECCUBHBIX aJUleleH,
TEM HE MEHEee aJJIOMOJIUILIONBI OOJiee TOJNEPAHTHBI K HEMY, YeM TUILIOWIHBIC

BUJIBI, OJtarojaps yBeianueHuro konui reqos (Comai, 2005).

1.1.1. PacnpocTpaHeHHOCTb MOJHUIUVIOWJIOB Cpeau MNOKPbITOCEMEHHBIX
pacTeHui

Ha ocHoBaHMM JaHHBIX CPAaBHUTEIBHON TE€HOMUKH, IUBEPTCHIIMU MEXKTY
OPEeNIKOBBIMH  (pOpPMaMU  TOJIOCEMEHHBIX M  TOKPBHITOCEMEHHBIX PACTCHHM
MpeIecTBOBAIA AYIUIMKAIIMA T€HOMOB, MMeBIIas mecto okono 300 mMiH jJeT
Hazan (Bowers et al., 2003; Paterson et al., 2004). B nanbHelimiem, 3BOJIOIUS
MOKPBITOCEMEHHBIX COIMPOBOXKIANACh €II€ HECKOJIbKMMU PAayHIaMH TyIUTUKALMI
T€HOMOB, KOTOpPbIE UMENIM MeCTO 0K0Jio 70 MJIH JieT Ha3aj (0 OTAEICHUS 3JIaKOB
OT JPYruX OJHOMOJBHBIX) M oOKojJo 20 MiH JeT Hazad (A0 TMOsBICHUS
He3aBMCHMBIX TakcoHoB Oryza, Sorgum u Hordeum) (Paterson et al., 2004). 3a
KOKIBIM  payHJIOM AYIUIMKAlUM ~ CJAEJOBajl  MPOJOJDKUTEIbHBIA — MEePUOJ
CTPYKTYpHO- GyHKIIMOHATHHON TUTITON AU3AITIH reHoma, KOTOPBIH
COTMPOBOXKIAJICA ~ JENEIHel MHOTUX AYIUIMIIUPOBAHHBIX TEHOB WU  UX
CalJIECHHIOM, aKTHUBaIlMed MOOWJIHHBIX T€HETHYECKHX DJIEMEHTOB, IMOSBICHUEM
MyTaIiii, a Takke peopranuszamnueii xpomocom (Levy and Feldman, 2002; Chen

and Ni, 2006; Wang et al., 2005). Kak ciencrtBue 3THX I'€HOMHBIX H3MEHCHHIA
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MIPOMCXOIMIIA TUBEPTEHITNS HA He3aBUCHUMEBIE (prtoreHeTndeckne BeTBu (Wang et
al., 2005).

brnaromapst cmtocoOHOCTH K CKPENIMBAHUIO Pa3HOW CTETICHU AUBEPTUPOBABIIUX
TPyl MOKPHITOCEMEHHBIX PACTEHUW BO3HUKAIM THOpUIHBIE KOMOHWHAIIUH,
KOTOpbIE  MOCJE  OYEepeNHOM  IyIUIMKAallMhd  T€HOMOB  MOTJM  CTaTh
pOIOHAYATBHUKAMH HOBBIX BHUAOB. [lojararoT, 4To BCIEACTBHE TaKUX COOBITHH
okojo 11 MIH Jer Ha3zajg mHosBHIAch Kykypy3za Z. mays (2n=20)- npeBHuii
cerMeHTHBIM ayutoteTparvions (Gaut and Doebley, 1997; Gaut, 2001).
JloKa3aTeNnbCTBOM ATOTO CIYXKUT, BO TEPBBIX, YUCIO XPOMOCOM,- B JBa pa3a
IPEBBIIIAIOIIECE YUCIO XPOMOCOM TpenactaButeneid TpuObl Andropogoneae, a BO
BTOPBIX, JIaHHBIE  MOJICKYJSIPHOTO  aHaM3a. AHAIW3  HYKICOTHIHBIX
MOCJIeIOBATEIBHOCTEH  YIUIMIIMPOBAHHBIX TE€HOB  BBIABWI  JiIBa  Habopa,
pa3IMyaronIuxcs 1Mo BpeMeHu auBepreHuuu (~20 miH jet u 11 MiH et Haszan).
MO>XHO MPEANOI0KHUTh, YTO YaCTh XPOMOCOM TTOJBEPIIIach PEKOMOWHAITUN TIOCTIe
oOpa3zoBanusi mosurionsa 11 MiIH JeT Ha3aj, Torja Kak Jpyras 4acTh HE
MoIBEprajach PEKOMOMHAIIMN W TYTUTMIIMPOBAHHBIE ()PArMEHTBI TUX XPOMOCOM
UMEIOT BO3pacT 00111ero npeaka okoio 20 MIiTH JieT.

Hpyroii npuMep oOpa3zoBaHus AJTIOTETPAIUIONUIOB- TIPOLIECC BUI000PA30BaAHMS
y xjomuatHuka (Gossypium) (Adams et al., 2003). CymiecTByrOT 1Be KpYyIHBIE
(UITOreHEeTHYECKUE TPYIIbI AUIIOUAHBIX BUAOB (2N=26): TpyIina aMepUKaHCKHX
Bun0B (D-renom) u Bunmbl Ctaporo Csera (A, G- TEHOMBI), KOTOPBIE OTACIUINCH
OT 00IIero mpejaka npuMmepHo 7.5 MiH jeT Hazaa. Oxkono 1.5 MiH JeT Hazax ¢
y4acTHeM 3TuX BUIOB BO3HUK aymorerparuionsi (AADD; 2n=52), kotopsiii cTal
POJIOHAYATFHUKOM IIATH HOBBIX BHJIOB, JIBa M3 KOTOpbIX: GOSSypium hirsutum u
G.barbadense Omiaromapst BBICOKMM KadecTBaM M OOJIBIION Macce BOJIOKHA
BO3ICJIBIBAIOTCS KaK IIeHHbIe TexHuuyeckue KyiabTypsl, (Wendel and Cronn, 2003;
Lee et al., 2007).

Panc (Brassica napus) ssisiercs amtorerparioniom (AACC), A- u C-reHOMBI
KOTOPOTO COOTBETCTBYIOT reHoMaM B. rapa (kuraiickas kamycrta wiM perna) u B.

oleracea (kamycra, Opoxkonu) (Nagaharu, 1935). O0a JUIUIOMIHBIX BHUIA
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KYJIbTUBUPYIOTCS, TJIABHBIM 00pa3oM, Kak OBOIIHBIE KYJIbTYpPbHI, TOTJa KakK paric
BO3/ICJIBIBACTCS KaK MAaClIUYHas KyJlIbTypa.

Puc, Oryza sativa, sBisieTcss BaKHEHIIIEH MPOIOBOIBCTBEHHON KYJIbTYPOH H
HauOoJiee OXapaKTEPU30BAHHBIM MAJICOMOIUIIIIOUIOM CPEAN BBICIIUX PACTECHUMN
(Goff etal., 2002). Belia ucciaemoBaHa XpOMOCOMHAs JIOKaIHM3alUsa s Oojiee
2 000 mynamuuMpOBaHHBIX T€HOB prca. AHAIU3 XPOMOCOMHBIX KapT puca IoKasall,
YTO, B OCHOBHOM, AYTUTUIIMPOBAHHBIE CETMEHTHI XPOMOCOM UMEIOT OTHOCUTEIBHO
HEOOJBIION pa3mep, YTO NpeAnoiaraeT OOJIbIIOe KOJUYECTBO TPAHCIOKAIUM,
HMEBIIUX MECTO TIOCjie JyIUIMKaluu TreHoMa. Ha ocHOBaHMM BpeMEeHH
JTUBEPICHIIMKM JTYTUTMIIUPOBAHHBIX TE€HOB, KOTOPOE OILIEHUBAIOCH IO YPOBHIO
AMUHOKHUCJIOTHBIX 3aME€H B COOTBETCTBYIOIIUMX OEJIKOBBIX NPOJIYKTAaX, OBLIO
YCTaHOBJICHO Tpe/rnoyiaraeMoe Bpems nojuruionausanun- 40-50 MiaH et Hazaj
(Goff etal., 2002).

dopMUpOBaHUE MHOTHX TOJUIUIOUIHBIX TAKCOHOB Yy TOKPBHITOCEMEHHBIX
pacTeHUN MPOUCXOAWIO MHOTOKPAaTHO, O YeM CBHUJACTEIbCTBYET HAIUYUE
MOJIMTUIOUIHBIX PSIOB M Y OJTHOJIOJIBHBIX U Y IBYAOIbHBIX (Stebbins, 1971; Grant,
1981). Tak, mosBIACHHME aJJIOTEKCAIJIOMAHOW MSTKOW IIIEHUIBI 1. aestivum
(BBAADD; 2n=42) o00ycnoBieHO JByMsI HE3aBUCHUMBIMH, CPaBHUTEIHHO
HEJIaBHUMHU COOBITUAMH MeEXBHUAOBOW rubpumuzanuu (Dubcovsky and Dvorak.,
2007; Matsuoka, 2011). ITepBoe coObiTHE- GOPMHPOBAHUE AJIOTETPAILIOUTHON
nmeannbl (BBAA; 2n=28) B pe3ynbrare CKpemrBaHUs MPEIKOBBIX JUIIOUTHBIX
BugoB T.urartu (AA; 2n=14) u Ae.speltoides (BB; 2n=14) npousomnuio 0.5-3 mix
meT Hazan. Brtopoe coObITHe- TOSBICHUE TEKCAIIOWIHON TIICHHIIBI ITyTeM
ckpemuBanus aiorerpamionaa T.dicoccum (BBAA; 2n=28) u Ae. tauschii (DD;
2n=14) npownzonuio npumepHo 7-9 teic net Hazan (Puc. 2). Crnegyer oTMETHTS,
YTO KaK aJJIOTeTpaIuIouHas TBEpAas TMINCHUIIA, TaK W aJlJIOTeKCaruIOuaHas
MATKasi TIIEHUIIA OTHOCATCA K Hauboyiee paclpoOCTPaHEHHBIM  KYJIbTYPHBIM
pacTeHusIM: TepBasl HCMOJB3YETCS JUIsl TPOU3BOJICTBA KOHIUTEPCKUX U
MaKapOHHBIX W3JIEJUM, TOr/la Kak BTOpasl SIBJSIETCS OCHOBHOW XJieOOTMEKapHOM

KYJIBTYPOM.
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TUILIONIHBIE
BHU/IBI

Juseprenuusd BUI0B (2.5-6 MIH JIeT Hazax)

B- -
(np%%%%%olgca?r%%[ﬁo Ae. riticum urarti : eg” ops tauschi 2n=2x=14
speltoides) DD
BB AA
u6punmsanus ¢ Triticum dicoccoides 2n=2x=28
0.5-3 MuIH J1eT
\
riticum dicoccu
BB
\
2n=2x=42

["uGpunusanns ~Friticum aestivu
7-O TLIC JIeT BBAADD

Puc.2 IlpoucxoxacHWE a/UIOreKCAIUIOMIHON mimeHuIpl  T.aestivum L.
(BBAADD; 2n=42). OueHka BpeMEHHU IMUBEPIeHIIMHM JUILIOUIHBIX BHIOB U
COOBITUM  TMOJUIIOMAN3AIMN OCHOBBIBAETCSI HA U3MEPEHUU CKOPOCTHU
sBosronnu psia reroB (Blake et al., 1999; Huang et al., 2002; Dvorak et al.,
2006).

Takum 00pa3oMm, aJUTOMOJMUIUIOUIUSI CHOCOOCTBOBAjga PacHpOCTPAHCHUIO
OOJNBIITMHCTBA  XO3SIMICTBEHHO-IICHHBIX ~ KYJIBTYPHBIX  pacTeHu#, Ojaromaps
GbOpMHpPOBAHWIO  psla  I[EHHBIX  arpOTEXHUYECKHX  CBOWCTB,  BBICOKOU
MIPOTYKTUBHOCTH | O0JIee MMPOKOMY aJaNTUBHOMY MOTCHIIHATY TI0 CPABHEHUIO C
JTUTUTOUTHBIMH BHJIaMH. XOPOIIIO U3BECTHA CIOCOOHOCTH MOJIUIUIONIOB PACTEHUI
aJanTHUPOBaTbCI K  OKCTpPEMaJbHBIM  ycloBusM.  Hampumep, dacroTa
MOJUIUVIONIHBIX BUIOB BapbupyeT OT 37% B peruone Cpenu3eMHOMOpPBS [0
85.9% B I'pennanamm, a BbeICOKOTOpHas (mopa mnpumepno Ha 80-85%
IIPE/ICTaBIICHA TMOJMILIONAAMH, B TO BpeMs KakK y TOJHOXHS TOP TOJUTIIOWTHBIX
Bu70B He Oonee 40-45% (Grant, 1981). B memomM, cpeau MOKPHITOCEMEHHBIX
pacTeHuid, 0 pa3HbIM OLEHKaM, HacUUThIBatOT OT 30 10 80% MOJUIIONIHBIX

Bu0B (Soltis et al., 2003).
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1.1.2. PenmpoayKTuBHBIEe 0apbepbl B X0/1e GOPMUPOBAHNS AJLJIONOJIUIIONI0B
CymecTByeT MHOXKECTBO PEMPOJAYKTUBHBIX 0apbepoB [UIsl €CTECTBEHHOI'O
(GopMUpOBaHUS AIONMOJUILIONJIOB HAa TMpe- U MOCT3UTOTUYECKON CTaausX
(Rieseberg and Blackman, 2010). K mnpe3urorTuyeckuM  OTHOCSATCS
reorpaduueckue 0apbepsl, U30JAIHUS ONBLIUTEICH (CTPYKTYpa U LBET I[BETKA, KaK
¢daktopel mpuBnedyenus) u Bpemsa nBereHus (Rieseberg and Blackman, 2010;
Mayfield et al., 2011). 3ameienre npopacTaHus MbUIBIIEBON TPYOKH, OCTaHOBKA
pOCTa MBUIBLIEBOW TPYOKHU B SIMIIEKICTKE U OJHOCTOPOHHSSI HECOBMECTUMOCTD TPH
CKpCIIMBaHNK (aCCUMETPUYECKOS OTTOPIKEHHE MbUIBIBI) COCTABJISIOT —TIpe-
3UTOTHYECKHE Oapbepbl MOCJe CTa UM ONbUICHHs. [lociie MpOXOKACHUS CTaauu
npopacTaHus MbUIBIIEBOW TPYOKH M OIIOJOTBOPCHUS, HAYMHAIOT JCHCTBOBATH
MOCT3UTOTUYCCKUE  Oapbepbl, TaKHe KaK HEXKHU3HECIIOCOOHOCTh THOpuia
(Rieseberg and Blackman, 2010). HenocraTouyHoe wiau H30BITOYHOE PA3BUTHE
3H0CIIEpMa, CITY)KAIIEero UCTOUHMKOM MUTAHUS [ Pa3BHUBAOIICTOCS 3apO/IbIIia,
SBIISICTCS.  TIOCT3UTOTHYECKUM  0aphepoM,  3aBHCSAIIMM  OT  HaNpaBICHHUS
ckpemmBanus (Johnston and Hanneman, 1982; Kihoshita, 2007). OGmas
OCOOCHHOCTh a0CpPaHTHOTO PA3BHTHUS HJHIOCIEpPMA, HAOIIOIAEMOTO TpHU
MEKBHIOBBIX  CKPCUIMBAHHMSAX WM CKPCUIMBAHHMAX  PACTCHUH  pasiMyHON
IUIOUAHOCTH, 3aKIIOYAETCAd B NPEXKIACBPEMEHHOW WM OTCPOYEHHOM CTaauu
pasnencHus Ha KieTku- unesumossipusanuu  (cellularization) B xome panHero
sMmbpuorene3a. HenaBHue MCClieOBaHUS MOKA3alH, YTO BAXKHOE 3HAUCHHE MPH
9TOM MMEET FeHOMHBIH UMIIPUHTHHT, HIIH MPOIECC KOHTPOJIS SKCIPECCUU TEHOB B
3aBHCHMOCTH OT TOrO, OT Kakoro poxautens onu Hacnemytorcs (Kohler et al.,
2010). Ipyroit mocT3UroTUYECKuii Oapbep CBSI3aH C THOPUIHON CTEPUIIBLHOCTHIO,
OTIMCAaHHOM B TEHETHYECKOM MOJeNn HecoBMecTuMocTu Jlo6xaHckoro- Mroiiepa
(Rieseberg and Blackman, 2010). Muorna MeXBUAOBbIE TMOPHIBI MPOSBISIOT
MY)KCKYIO ~CTEPWJIBHOCTBb, JaXe €CIM OHH YCIENIHO MPONUIA  CTaJui0
nojuronau3au. OauH W3 Haubosiee PACIPOCTPAHEHHBIX THIIOB MY)KCKOM
CTePHJILHOCTH OOYCJIOBJICH HECOBMECTHMMOCTBIO MEXIY SIICPHBIM T€HOMOM U

HaCJICAYCMbIM 110 MaTepHHCKOﬁ JIMHUU MUTOXOHAPHUAJIIbBHBIM I'CHOMOM, 4 UMCHHO:
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uTOoIIa3MaTuieckas Mykckas crepmwibHocTh (IIMC) (Hanson and Bentolila,
2004). MexxBUIOBbIE U MEXPOJIOBBIE CKpelnuBaHusi MOTryT npuBoauTh Kk [IMC B
pe3ynbTaTe M3MEHEHHSI XapaKTepa BO3JACHCTBUS SICPHOTO TEHOMA Ha SKCIIPECCHIO
MUTOXOHIpHaIbHBIX TeHoB (Leino et al., 2005). K penpoaykTuBHBIM Oapbepam
OTHOCUTCA TaKKe TOHIKEHHass (EepTHWIbHOCTh THUOPUIIOB, CBSI3aHHAs C
[IUTOTCHETUYECKOW HECTaOMIBLHOCTRIO XPOMOCOM B Xxoae Meiosza. [lanee, Ha
npumepe Phl mokyca Msrkod mimeHHUIBI OyAeT pPacCMOTPEH T'€HETUYECKUMN

MEXaHM3M MPEO0JICHHS ITOTO Oapbepa.

1.1.2.1. I'enomnwlit umnpunmune

B 1menowm, MaTEPUHCKAE © OTIOBCKUE aJUIed Pa3UYHBIX T'CHOB
AKCIIPECCUPYIOTCS  OJIMHAKOBO Y  JIUIUIOMIOB, OJIHAKO, HEKOTOpPhIE TEHbI
MIPOSIBJISIIOT HEAKBUBAJIICHTHBIN XapaKTep dKCIPECCHH, B 3aBUCIMOCTH OT TOTO, OT
KaKOTO POJUTENS YHACIEIOBAH TOT WJIM MHOH ajuielb. JlaHHOE SIBJICHHUE TIOTYYHIIO
Ha3Banue reHomuHoro  umnpuntuara (I'M) (Reik and Walter, 2001). TU
HaOMrogaeTCs KaKk y MIEKONUTANINX, TaK M Y I[BETKOBBIX PACTCHHH W
PETYJIMPYETCS C MOMOIIBIO AMUTCHETHYECKUX U3MeHeHu (MetunupoBanue [JHK
Wi Moau(UKalMd TUCTOHOB B COCTaBEe XpoMmaTrhHa). ['eHbl, y4acTBYIOIIHE B
TCHOMHOM MUMIIPUHTHHTE OBLIN JETATBHO U3YYCHBI Y MOJEIBLHOTO PACTUTEIHHOTO
oobekra, Arabidopsis thaliana (Kohler et al., 2012). B suaocnepme
AKCIIPECCHPYIOTCS TOJIbKO MatepuHckue amrean reHoB Mea (Medea) m FIS2
(FERTILIZATION INDEPENDENT SEED 2), Torma kak OTIOBCKHE aJlICIIH
nojBepraroTcs cynpeccuu (cainecunry). C apyroit cropons:, PHE1 (PHERES 1)
T'CH 3KCIPECCHPYETCS TOJBKO B OTIIOBCKOM TE€HOME. VIMIPUHTHHT 3THX T€HOB
pPEryJIUpyeTCss C TIOMOIIBI0 DSIHUTCHETUYECKOTO0 MEXaHW3Ma, BKIIFOYAIOIIETO
meTunupoBanue JJHK n Mmoaudukanuu rucronossix 6enkor (Kohler et al., 2012).
bbeutn  MaeHTHU(HUIIMPOBAHBI TI'eHBI, KOAMPYIOIIHE KOMIOHeHTHI Polycomb
KOMILJIEKca O€JTKOB, KOTOPBIN OCYIIIECTBIISIET MPOIECC METUITUPOBAHMS THCTOHOB.
Marepuncku- skcnpeccupyembie amuienu MEA u FIS2, a Taxxke amens PHEL,

AKCIPECCUPYEMBIN C OTLIOBCKOM CTOPOHBI, PETYJIUPYIOT Pa3BUTHE HHAOCIEPMA B
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MIPOTHUBOIIOJIOKHBIX HAIMpPaBICHUSIX. JTa aHTATOHUCTUYECKAS PETyJsInS MOXKET
OOBSICHUTH HabmogacMbie (PEHOTHIBI MEXBHUIOBBIX THOPUIOB M COTJIACYETCS C
THIIOTe30M poauTenbckoro koHduwmkra (Haig and Westoby, 1991). Bbeuto
ycranoBiieHo, uro Megl (Maternally expressed gene 1) kykypy3bl HCOOXOIUM JIJIst
pa3BUTHS KJIETOK DJHAOCIEPMa, OOCCIEUMBAIONINX TPAHCTIOPT MHUTATEIBHBIX
BEIIIECTB MEXK]ly CEMEHEM M MATEPUHCKOW TKaHbIO (mpoBoasmux kieTok) (Costa
et al., 2006). I30biTouHas SKCOpPECCHs JaHHOTO TIeHa MPUBOJUT K
HecOallaHCUPOBAaHHOMY pa3BUTHIO dHJocnepMa (Puc. 3). DToT reH takxke urpaer
BKHYIO POJIb B PETYJISAIMA CKOPOCTH IOTJIOMICHUS MUTATEILHBIX KOMIIOHCHTOB 1
nernonupoBannn caxapo3sl (Costa et al. 2012). Oty naHHBIC SBIAIOTCSA MEPBBIM
JI0OKa3aTeIbCTBOM  (yHKIMOHaIbHOM ponu reHoB [ B obecneueHuu

C6aﬂaHCI/IpOBaHHOFO MUTAHUS TKaHEH 3apOoJbIIIa.

p

S - Puc.3 Nmnpuntuar Megl
M reHa KyKypy3bl U €ro poJib B
MaTEpUHCKOM  TUTaHUU U
pasBuTuu 3apojasima. Megl
UMIIPUHTUHT 4Yepe3 Tpolecc
mudGepeHIupoOBKH  MPOBOISI-
MMUX TKaHeW  BJIMIET Ha
pacrmpeiesieHie TMHTAaTebHbBIX
BelllecTB  (MOKa3aHO  CTpe-
KaMH) U pazMep cemeHu. EM-
/ 3apoasil;  EN-  sHmocnepw;

T wu M- npoBomsdmas u
matepuHckas TkaHu (Costa et
Megl ¢ MMIIPHHTHHIOM Megl Ge3 MMIIPHHTHHTA al., 2006),

.
Marepunckoe nuTanne \

Psan wuccnemoBanui mnokazanum poibs [ B co3maHuud penpoayKTUBHOTO
Oaprepa. I'ubpunnbii sugocnepm y rubpuga A. thaliana (2) x A. arenosa (&)
NPOSIBJISICT YCWJICHHBIM POCT, KOTOPBIH TPHUBOJUT K AaHOMAJIMSAM pPa3BUTHS
saponpima (Josefsson et al., 2006). B ruOpumHOM »3HAOCIEPME BBISBIICHA
neyasuienbHas skcnpeccuss MEA u PHEL, uto cBunmerenbcTByeT 0 HapylieHUU
UMIIPUHTUHTA ATUX reHoB. Hapymienne nmmnpuntunra PHEL mosxer BbI3bIBaTh

MPOJOJDKUTEILHYIO M cTabmibHyI0 sKkcripeccuio AGL62 (AGAMOUS-LIKE 62),



26

KOTOphId HWHrHOHMpyeT mnewmoisipusanuio (Kang et al., 2008). I3menennas
skcnpeccuss OSMADS87, romonora PHEL nabmonanace B sHgocnepMe rudpuaa
MEXTy KyJbTypHBIM W JuKuM Buaamu puca (Ishikawa et al., 2011). Dtu nannbIe
yKa3bIBAIOT Ha TO, YTO MEXBHUIOBBIC Pa3INUUs B dNUTeHeTHYeCKOM ctatyce PHEL
MOTYT BBI3bIBaTh HapylieHue peryisinuud ' y rubpuna u CayXuTh B KauecTBE
PENpPOAYKTUBHOTO Oapbepa Aisi MEXBUAOBOM THOPHUAM3AIMM W aJJIOMOJIU-

IUIONIU3AI1H.

1.1.2.2. {umonnazmamuuecKkas myxuccKkas CmepuibHOCHb

Me:xBuU10Bble THOPUIBI HHOTA TPOSBISIIOT MYXKCKYIO CTEPHIIBHOCTbD, KOTOpast
M3BECTHA MO TEPMUHOM THOpUIHAS CTEPUIIBHOCTh. Yalne BCEro My’KCKas
CTEpUIBHOCTh BBI3BIBAETCSI HECOBMECTUMOCTBIO MEXKIY MHUTOXOHJPHAIBHBIM U
snepHbIM TeHoMaMu. HaGmronaercst 6onbinoe pazHooopasue [IMC deHotunos ot
Pa3IMYHBIX AaHOMAIHMHA B CTPYKTYpE IBETKA 10 HAPYIICHU CO3PEBAHUS MbUIBIIBL.
OMC sBasieTcsst MaTEepUHCKH HacleyeMbIM (PEHOTHUIIOM M HaXOAMUTCS O[T
KOHTPOJIEM MUTOXOHIPHAIBHOTO TeHOMA.

MUTOXOHIpPUM  PACTUTENBHOM KIETKM HMEIOT CBOM  OTJIMYUTEIbHbBIE
OCOOEHHOCTH, 1O CPaBHEHUIO C MHUTOXOHAPUSMHU >KUBOTHBIX: KPYNHBIH pa3zmep
reaoMa (200-2400 ToH, B 3aBUCHMOCTH OT BHJIa) M CIOXHYIO CTPYKTYpy H3-3a
OOJIBIIIOrO KOJUYECTBA KPYIHBIX MOBTOPSIOIIMXCS MocienoBareabHocTei (Kubo
and Newton, 2008). DTu MOBTOpPEI MOTYT HMHIYIUPOBATh PEKOMOWHAIUH U
CO3/IaBaTh XUMEpHBbIC OTKphIThIe pamku cuuthiBanus (OPC) (Hanson and
Bentolila, 2004). Dkcnpeccus HekoTtophix HOBbIX OPC cBsizana ¢ IIMC. Ilytem
CpPaBHEHHUS JKCIPECCUU TEHOB B HOPMAaJbHBIX pacTeHUsX u B pacteHusx ¢ [IMC
Obutn yctanoBiieHbl [IMC-cBsizanHble reHbl y MHOTHX BUoB (Schnable and Wise,
1998). OTu reHbpl 4YacTO UMEIOT XHUMEPHYIO CTPYKTYpPYy U COJAEpKaT TpaHC-
MeMOpaHHble J0MeHbl. Jkcnpeccuss reHoB [IMC wmoxer cympeccupoBarbes
0COOBIM SIZIEPHBIM (AaKTOPOM, KOTOPBIH TPAaHCHOPTUPYETCS B MUTOXOHIPHUH U
OPUBOJUT K BOCCTAHOBJICHUIO (PEPTUIBLHOCTH. ['€H, KOIUPYIOMIHMI 3TOT (PakTop

ObUT Ha3BaH BoccTtaHoButeneM ¢eptunbHocTH, Rf (Restorer of fertility). Tombsko
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TCHOTHITbI, IMEIOINE MYTAHTHBIE MUTOXOHIAPUHM U SBISIONIMECS PEICCCUBHBIMU
roMo3uroraMu no Rf-reHam, sBISIOTCS CTEPHIBLHBIMHU, BCE OCTaJIbHBIC T€HOTHUIIBI
SIBIISTIOTCST (PEPTHIIHHBIMHU.

Rf- rens! nenarcs Ha asa tuna: PPR (pentatricopeptide)- tum u non-PPR- tum.
[epeiii Tumn npencrasieH PHK-cBs3pIBaromumMu 6enkamu, KOTOPhIE Y4acTBYIOT B
nocrrpanckpunimonHeix mnpoueccax (PHK-koppeknus, PHK-cmmaiicunr, pac-
merieane PHK u Tpancasius) B opranemiax (Schmitz-Linneweber and Small,
2008). Rf- rennr y Petunia hybrida (Rf-PPR592), Raphanus sativus (Rfo/Rfk),
Oryza sativa L. (Rfla u Rflb), a Taxxke Sorghum bicolor (Rfl) komupyror PPR-
oenku (Bentolila et al., 2002; Brown et al., 2003; Kazama and Toriyama, 2003;
Klein et al., 2005; Wang et al., 2006). Dxcripeccust 3TOro Trma 0eiIKoB, Kak ObLIO
MOKa3aHO, MPUBOJAUT K YMEHBIICHUIO YPOBHS MpoAykToB [IMC-CBS3aHHBIX T€HOB
B muToXoHApusax (Kazama et al., 2008). DTo mpeamnonaraer mpsMoe JIeHCTBHE
PPR-0enkoB Ha yka3aHHbIE T'€HbI, TPUBOASIIEE K ycTpaHeHuto npuunHsl [IMC B
mutoxoHaApusx. Bropoi tun Rf- renoB Bkmowaer Rf2a kykypyssl (Zea mays),
KOAUpYIOIIMA anpaeruaaeruaporenasy, u Rf2/ Rf17 rensr puca (O.sativa) (Fujii
and Toriyama, 2009; Itabashi et al., 2011). IlocnenHne KOTUPYIOT TIHIUMH-
oboraimeHHbIi 6enok (Rf2) u 6enok, conepxkarmii ACPS-ogo6HsIit (acyl-carrier
protein synthesis-like) nomen, coorBercTBeHHO. DKcnpeccus Rf2a y kykypy3sr He
PUBOJUT K YMEHbBIIICHHUIO HaKorieHus mpoaykra [IMC-cBs3annoro rena URF13,
omHako, TeH Rf2a meoOxomum st HopMaikHOTO pa3BuTHs ThUIbIE! (Liu et al.,
2001). IMpucyrcteue Rf17 y puca Takke HE BIUSCT HA YPOBEHb TPAHCKPUIITOB
[IMC-rena CW-0rf307 (Fujii et al., 2010). Dxcnpeccusst Rfl7 3aBucur oT
muToxoHApuaneHoro ramnotuna (Fujit and Toriyama, 2009), uro yka3biBaeT Ha
TO, 9YTO CHUTHaJIbl OT MHTOXOHAPUH K sAApy (PETpOTpajHble CHTHAJIbBI)
KOHTPOJIMPYIOT SKCIIPECCHUIO 3TOTO TeHA.

[Ipenmonaranock, uro LIMC BeI3bIBaeTCcsl HemocTatouyHOM npoaykuued AT
JUTSL pa3BUTHS THUIBIEI, Onaromapsi Tokcumdeckomy 3ddexty [IMC-cBsa3aHHBIX
reHoB B mutoxouapusax (Allen et al., 2007; Meyer et al., 2009). Hapsiay ¢ stum

ObL1a BBIJIBUHYTA I'MIIOTE3a O TOM, UTO pETPOrpaaHbIC CUTHAJIbI U3 MI/ITOXOHI[pI/Iﬁ
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ONPENENSAIOT: MPUBEAET JIM HakomieHue npoaykToB [[MC-cBsi3aHHBIX T'€HOB K
myxckoi crepuibHocTH (Fujii and Toriyama, 2009). ITpoaykrer [IIMC-cBsi3aHHBIX
I€HOB AaKKyMYJIUPYIOTCSI B MUTOXOHApUsX pactenuit ¢ IIMC, uro Hapymaet
HOPMAaJIbHOE COCTOSIHME MUTOXOHJPHUM U 3allyCKaeT MOTOK CUTHANOB B sipo (Puc.
4a). DTW CcUTHalNbl MNPUBOJAT K JMCOANaHCy SKCIPECCUU SJIEPHBIX T'€HOB,
KOHTPOJIMPYIOIIUX  PAa3BUTHE TBUIBIBI, 4, CIIEIOBAaTENbHO,- K MYXXCKOH
crepwibHOocTH. [lpn Hamuumu B sgepHom reHome PPR- Ttuma Rf rena,
COOTBETCTBYIOIIMKA MPOAYKT TIOCTYNMAaeT B MHUTOXOHJIPHH U CYNPECCUPYET
skcnpeccuto (u/mnm Hakorienue) npoaykra [IMC-rena (Puc. 40). B pesynbraTe
MUTOXOHJPHS TPEKpallaeT WU CHUXKACT PETPOrpajHble CUTHAJBI, TaK YTO
DKCIIpECCHs SJIEPHBIX TEHOB PpAa3BUTHS TMBUIBLIBI BO3BpAlIaeTCs K HOpME,
xapakTepHo s hepTuiabHbIX pactenuii 6e3 [IMC. B cinydae non-PPR- tuma Rf
HakoruieHue npoaykra [IMC- rena He nmpekpamaercs. B atom ciydae npoaykr Rf
MOJXKET YJIydIllaTh METa0OJIMYECKOEe COCTOSTHUE MUTOXOHIPHH, 4TO, TaKKe Kak B
NEepBOM Cllyyae, MPUBOJUT K CHIDKEHUIO PETPOrpajHbIX CUTHAJIOB U
BOcCTaHOBJeHUIO  geprunbHocTH  (Puc  4B).  MosnekynsipHble  OCHOBBI
PETPOTPaJHbIX CUTHAJIIOB W3 MHUTOXOHAPUHN €IIe MPEACTOUT BBIACHUTH, 4YTO
MO3BOJINT HAWTH CHOCOOBI AJi TMPEOJOJICHUSI HECOBMECTHMMOCTH SAEPHOTO U

MHUTOXOHAPHAJIBHOTO TCHOMOB.

(a) IMC (0) Boccranoryenne GeprubHocTH (PPR Rf) (B) BoccTaHoBJIeHHe QepTHibHOCTH (nonPPR Ef)

_[_-'_ _;_ PPR-Tun Rf

J;_\ =g

N O\

Puc.4 T'unorernueckas cxemMa pETPOTPAHBIX CUTHAJIOB W3 MHUTOXOHIPHH,
ooycnaBnuBatounx IIMC wu BoccranoBienune ¢eprunpHoctd (Fujii  and
Toriyama, 2009).
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1.1.2.3. Poav Phl noxkyca 6 obecneuenuu  pepmunvnocmu

Q1710NOAUNTIOUO08 NULEHUbL

TouyHocTh MexaHH3Ma, 00€CIEeYNBAIOIIETO MPABUIBHOE (CMapUBaHUE TOJBKO
TOMOJIOTUYHBIX XPOMOCOM POJIUTEIHCKUX CYOr€HOMOB) MOBEICHHE XPOMOCOM B
X0Jle MeWo3a MMeeT TIJaBHOE 3HaueHue JUIsl MOJJEpKaHus (EepPTHIBHOCTH
AJUTOTIONIUTIIIONTHBIX PACTCHUM. Y TIICHUIIB JAHHBIA MEXaHU3M KOHTPOJIUPYETCS
aokycoM Phl, pacnonoxennsiM B xpomocome 5B (Griffiths et al., 2006). Drot
JIOKYC COJEPKUT KOMILUIEKC U3 7 T€HOB, KOJUPYIOMMX OEJIKU, CXOJbIE C IUKIIUH-
sapucuMbiMu kuHazamu (Cdk; Cyclin dependent kinase) (Griffiths et al., 2006; Al-
Kaff et al., 2008). 'omeonoruuHble paiioHbl Ha XpoMocoMmax SA u 5D comepikat
mATh 1 aBa CdK-mogo0HBIX reHa, COOTBETCTBeHHO. M3 yKa3aHHBIX 14 T€HOB, IO
KpaiiHeit mepe, oana korus (5B2, SA3 u 5D2) B Kax70M reHOME UMEET IOJIHYIO
OPC. Ognako, ecTb OCHOBaHMs Iojarath, 4ro komnust SB2 sBisercs nedekTHoM
(Al-Kaff et al., 2008). CpaBHUTEIBHBIN CTPYKTYPHBIH aHamu3 mokaszai, 4ro Phl
(Cdk-mogo0HbIe) TeHbl uMeoT roMosiornio ¢ remom Cdk2 miexomwraromux,
KOTOPBI KOHTPOJIMPYET CTPYKTYPYy XpOMaTWHA M TEM CaMbIM PETYJIHUPYET
npouecchl perukanuu JJHK, cunancuca n pekombunanuu xpomocom (Y ousafzai
et al.,, 2010). Cdk2 Oemok Kak y MIIEKONHTAIOMUX, TaK M Yy IIICHMIIBI,
dochopunupyet ructon Hl, B cnerudpuueckux no3uiusax aMmuHokucioT (Greer et
al., 2012). IIpenmonaraercs, uto y pacrenuii ¢ Phl(+) dbeHotunom (cnapuBanue
TOJILKO TOMOJIOTOB) TeHbl B cocTaBe Phl nokyca komupyror aedextabie Cdk-
OCIIKM, WMCIOIIME IMOHMKCHHYI0 AaKTUBHOCTb, YTO TPHBOJUT K CHHKCHUIO
dochopunupoBanuss rucrona HI. Ilocnennee oOycnaBnuBaeT 3alepxkKy Jie-
KOH/ICHCHPOBAHHOTO COCTOSIHHSI XpOMOCOM H MPEIOTBpaIlleHNEe WX CHHAIICHCa Ha
craqun naxuteHsl (Puc. 5). B caywsae Phl(-) ¢deHotHma romeosoruyHbie
XPOMOCOMBI KOHJIEHCHUPYIOTCSI OBICTpee, UYTO NPUBOJUT K HUX CHUHAINCUCY W

pEeKOMOMHAITUH.
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ITaxuTeHna
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XpOMO COMBEI-TOMEOJIOTH,

OTJIMYArOIUEC [0 pasMepy AJHHHAS XPOMOCOMA
KOHACHCHPYETCH, odecneaHBan
CHHAIICHC H PeKOMOHHAIMIO

Puc. 5 Mouens Bausaus Phl nokyca Ha cMHAICHC rOMEOJIOTHYHBIX XPOMOCOM M
pekoMmOuHanuio (amantupoBano w3 http://www.jic.ac.uk/staff/graham-moore/
wheat_meiosis.htm)

1.1.3. CamocoBMeCTHMOCTh KAK MEXaHM3M BOCHPOM3BO/JCTBA AaJLIO-
MOJIMIJIOHI0B HA PAHHHUX CTATHAX

[TepekpecTHOe CKpeliMBaHHe, OOYCJIOBICHHOE CaMOHECOBMECTUMOCTEIO,
UrpacT BaXHOE 3HAYCHWE B MPEJOTBPAICHWM HMHOPHUIWHTA, IIO3TOMY STOT
MEXaHU3M HMMECT MPEHUMYIIECTBO IS SBOJIOIMOHHOTO PAa3BUTHs PACTEHHUS B
noiaroppeMeHHoM — Macintabe. Korma ke  CylecTByeT  OrpaHHUYEHHE B
CKPELIMBAHUK, TPOTHBOIOIOKHBIA MEXaHHU3M (CaMOCOBMECTHMOCTH) IIOJIy4aeT
sBoJforiMonHoe  mpeumymiectBo  (Comai, 2005; Goldberg et al., 2010).
AJIOTTONUILTIONIBI B OCHOBHOM Macce SIBJISIIOTCS CaMOCOBMECTHMBIMHM, B OTIHYHE
or ux poaurtenabckux suuuii (Kimura et al., 2002; Okamoto et al., 2007).
EcrecTBeHHOE  MOsBIIEHHE AaJUIOMOJMILIONIOB- JOBOJLHO PEIKOE SIBICHHE W
NpUOOpETEeHHEe  CaMOCOBMECTHMMOCTH  MOMKET  JlaBaThb  CYIIECTBCHHOE

MpEUMyIICCTBO IJIsI UX BBDKMBAHUA 10 MOMCHTA CTAHOBJICHUS IIOITYJIALIMN HOBOI'O


http://www.jic.ac.uk/staff/graham-moore/%20wheat_meiosis.htm
http://www.jic.ac.uk/staff/graham-moore/%20wheat_meiosis.htm
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noymmmonaaoro Buma (Goldberg et al., 2010). bonee TOro, moOCKOIBKY
AJUIONIOJIMIJIONIBI  coJlepKaT  J1Ba M Ooyiee  pazM4YHBIX  T'€HOMOB
(TeTepo3uroTHOCTh), PUCK HMHOPEAHOW JENMPEecCMH Yy HUX MEHBIIE, 4YeM Y
JTUIUIOUHBIX PAcTeHWi, YTO YMEHbIAeT JaBJCHUE OTOOpa Ha MOAJEep KaHHUEe
nepekpectHoro  ckpemmuBanusg (Comai, 2005). Takum o0pa3oM, camo-
COBMECTUMOCTh MOXKET TOAJCPKUBATHCA B TEYCHUH JUIUTEIHLHOTO BPEMCHH
ABOJIIOIMH AJUTOTIOJUIIIION]IOB.

CaMOHECOBMECTUMOCTh  SIBIIIETCSI MEXAaHM3MOM JUIA  TNPEAOTBPAIICHUS
CaMOOIUTOIOTBOPEHHSI Y MHOTHUX PACTUTEIBHBIX BHAOB. DTOT MEXaHU3M Y BUIIOB
Brassicaceae KOHTpPOJUpPYETCS MOHOTEHHO, MYJIbTHA/UICIBHBIM JIOKYCOM S,
KOTOPBIN OIpeaenseT HECOBMECTUMOCTh MBUIBIIBI M KIETOK PBHUIbIIA BHYTPH
onHoro pacteHus. CyIecTByeT JBa OCHOBHBIX THIA CaMOHECOBMECTUMOCTH:
rameropuTHas U crnopoduTHas. B mepBoM ciydae, S-QEHOTHN MBUIBIIBI
ompenenseTcss €€ COOCTBEHHBIM TaIUIOMAHBIM T'€HOMOM, TOTrJa Kak TIpH
criopoduTHON S-PeHOTHUI OmpeAeISICTCS POAUTEIBCKUM TUIIOUIHBIM T€HOMOM
(Takayama and Isogai, 2005).

Bunsl Brassicaceae uMeroT criopopUTHYI0 CaMOHECOBMECTUMOCTh, B OCHOBE
KOTOPON JIEKUT CHerupUYecKOe B3aUMOJICUCTBUE MEXKIY JACTCPMHUHAHTOM
poutbiia, SRK (S penientop kuHa3bl) U AeTEPMUHAHTOM MBUIBIEBI, SP11 (1ucTenH-
Oorateiii Oenok 11/S nokyca). YkasaHHbIC MPOAYKTHI MPHUKPEIUIIIOTCS APYr K
JPYTY, 94TO 3aIyCKaeT MPOIeCcC HHIMOUPOBAHUS POPACTAHUS MBUIBIICBON TPYOKH
(Takayama and Isogai, 2005; Fujimoto and Nishio, 2007). I'enst SRK u SP11 nHe
pa3AesaoOTCs PEKOMOMHAIIMOHHO M IEPeJaroTCs IOTOMCTBY CIerieHHO (S-
rartotui). CyInecTBYIOT ABa S-ramiotumna: kiacc |; momunaHTHBIH, Kiaace |l;
perieccuBHBI. B mblablle S-reTepo3uroTHbX pactenuii (kmacc I/ kmacce 1l)
tpanckpunius SP11 kmacca |l momaBnsiercs (Fujimoto and Nishio, 2007), uro
CBs3aHO ¢ TKaHe-cneruduuabiM de novo JIHK MerniaupoBaHHEM MPOMOTOPHBIX
paitonoB ganHoro rexa (Shiba et al., 2006). beiio mokazano, uto mamas PHK Smi
(SP11 methylation inducer), romonoruuHasi mpoMOTOpHOMY paiioHy amiens SP11

knacca |l TpaHCKpuOUpyeTcs BHYTPH COOTBETCTBYIOLIETO JOKyca Kiacca |
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(Tarutani et al., 2010). Smi PHK nampaBnser npouecc merwnupoBanus JJHK
npomoTtopHoro pariona SP11 kmacca |1, 4To mpuBOIUT K MOAABICHUIO AKCIIPECCUU
ATOTO T€HA B MBUIBIIE S-TETEPO3UTOTHBIX PACTCHUH.

OxamoTo u coaBTopsl (Okamoto et al., 2007) npeAnoa0KUIN, YTO OIMHUCAHHBIC
BBIIIE B3aUMOOTHOIIEHHUS S-TalUIOTUIIOB BaXHBI JUISI OOBSICHEHUS CaMoO-
coBMeCTUMOCTH B. napus. 3tot Bun sBisieTcs: ayuiorerpamionom (AC-renomM) u
uMeeT jBa S-rartotuna: kiaacca | ot A reHoma u knacca |l ot C-renoma. IlepBebrit
ramioTuIl coaepkut mytamuu B coctaBe SP11l mmum SRK, xoTopbie OIOKHpPYIOT
(GYHKIIMOHUPOBAHUE JAHHBIX TE€HOB. AHAJIN3 KOMIUIEMEHTAIIMH TTOATBEPINT, YTO
Hyne-myTaruss SP11 kmacca | oOycnaBnuBaeT camocoBMecTUMOCThH B. napus
(Tochigi et al., 2011). B cuHTeTHYEeCKHX MEKBHIOBBIX THOpHIaX Mexay B. rapa
(S-romosurotHsiii 1o kmaccy |) u B. oleracea (S- romosuroTssiii o kmaccy 1),
skcnpeccus SP11 kmacca Il Cympeccupyetcs, 9TO yKa3bIBaeT HA JOMUHAPOBAHUE
nportuBonojoxuoro S-rammoruna (Kimura et al., 2002). Ilpeanonaraercs, 4To
BHOBb CHHTE3MPOBAHHBIN AJNIOTETPAIION] CTAHOBUTCS CAMOCOBMECTUMBIM B TOT
MoMmeHT, koraa reH SP11 kmacca | Tepsier cBoto QyHKIHIO B pe3ysbTaTe MyTalluH,
nockouibKy sKkcrnpeccusi SP11 kmacca |l ocraercs cynpeccupoBaHHOM HE3aBUCUMO
oT sKkcmnpeccuu romeonornyroro reua (Puc. 6) (Okamoto et al., 2007; Fujimoto et
al., 2006). DToT MeXaHHM3M KaxkeTcs OoJjiee MPEANOYTHTEIbHBIM, T.K. BeChbMa
MaJIOBEPOSITHO BO3HMKHOBEHHE MyTalluii B OOOMX TOMEOJIOTHYHBIX S-Te€HaxX 3a
KOPOTKUH TIPOMEKYTOK BpeMeHH.  Takum oOpa3oM, MyTald B OJHOM
JTOMHHAHTHOM S-TaIUTOTHIIC JOCTATOYHO JJIsi TIOTEPU CAMOHECOBMECTHMOCTH M
9Ta 0COOCHHOCTh TAaHHOW T'€HETUYECKON CHCTEMBbI MOTJIa OBITh UCIIOJIb30BAHA JIJIS
(GbopMHPOBaHUS CAMOCOBMECTUMBIX AJIJIOTIOIMILION OB B XOC 3BOJIIOIIHH.

B noGaBneHme K OINMMCAHHBIM BBINIE MYTAlMsIM, TPEIINONAraeTCs BKIIAA
SMUTCHETHYECKUX W3MEHEHWH B (opMUpOBaHHE CaMOCOBMECTHUMOCTH Yy
amononumiionoB (Nasrallah et al., 2007). Dto ObLIO MOKa3aHO Ha MOJECIH
CUHTETUYECKOTO MEXKBHJIOBOTO THUOpPHUAA,  TMOJYYSCHHOTO TIPH CKPEIMBAHHUH
Mexay camoomnbuisiembiM BugoMm Acthaliana (9) u mepekpecTHOOMBUIIEMBIM

A.lyrata (&) (Nasrallah, 2000; Fujimoto et al., 2011). B peuibLiax rubpuga u ero
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notoMkoB akcrpeccuss SRK rena (cm.Beime) A.lyrata Obuta moHMkeHHOH W3 3a
abeppaHTHOTO Mpoleccunra TpanckpuntoB 3Toro rena (Nasrallah et al., 2007). B
nmeUTbIle THOpUAa HaOmomanack cympeccuss SP1l rena. YkasaHHbIE M3MEHCHHS
NaTTepHOB AKCIIPECCHH S-reHnoB KOppETUpPOBAIU C PU3HAKOM
CaMOCOBMECTUMOCTH, HYTO YKa3blBaeT HAa BO3MOXKHOCTH JIUTCHETUYECKUX

M3MEHEHUN B KOHTpPOJE JaHHOTO MpU3HaKa y MexBUAOBbIX rudpuaos (Nasrallah

et al., 2007).

(a) Myranusi B My>KCKOM poauTeJe (0) MyTanus B :K€HCKOM poauTeJie
Knacc I SP11|____> Knacc I SPi1
+ L
; Knace I SP11 } Knacc I SP11
, rp %> 9y %>

Y JHK meTn/MpoBaHue ' JHK meTninposanune

Knacc I SRK : Knacc I SRX I—---)
Knacc I SRK : Knacc I SRK :

Puc 6. J/IBa Tuma myTaiiuii, BEI3BIBAIOIIMX CAMOCOBMECTUMOCTD Y parica B. napus
(Okamoto et al., 2007). (a) SP11 knacca | Tepsier cBoro (DYHKIMIO B pe3yJbTaTe
MyTaruu (CMHUE KpecT), Torma kak skcupeccus SP11 kmacca Il cympeccupyetcs
JTOMHHHPOBAHUEM IIEPBOTO T'eHa B MbUIbIE (3emeHblii kpect). (0) SRK kimacca |
TEpsieT CBOIO (PYHKIMIO B pe3ynbrare myTanuu (cuHuil kpect) u SP11 kmacca 1l
HAXOJUTCS B CYNPECCUPOBAHHOM COCTOSIHUU (3€JIEHBIN KPEcT).

1.1.4. UcKycCTBEHHO-CHHTE3UPOBAHHBbIE AJLTIONOJIUIIJIOH/IbI

HcKkyCCTBEHHO CHHTE3UpPOBAHHbIC, WM CHUHTETUYECKUE aJUIOMOJIUILIONIbI
MPENCTaBISIOT YHUKAIbHBIA MaTepual I W3yYeHHUs CaMbIX PaHHHUX JTaroB
(dbopMUpOBaHUs AIJIOMOJHUILIIONIOB, TTOCKOJIBKY MOYKHO MPOBECTH MX CPABHEHHUE C
POIUTENBCKUMH JUILUIOMIHBIME BUJaMu. B mocneanee Bpems Opl1H pa3paboTaHbl
s (deKTHBHBIE CITOCOOBI MOTYYSHHMSI CHHTETHYSCKUX ayononumionaoB (Puc. 7).

Ha nepBom stamne Heo6X0AuMO Npeo10JeTh Oapbep FeHOMHON HECOBMECTUMOCTH,
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O0COOCHHO, B CiIy4ae OTHAJCHHBIX BUAOB. JIJII 3TOTr0 MPOBOIAT TECTHPOBAHHE
pa3IMYHBIX KOMOMHAIIMI TEHOTUIIOB B MEXBHUIOBBIX CEJICKIIMOHHBIX MTPOrpaMMax
(Mejia-Jimenez et al., 1994). VMcnonb3yercs i TCHOTUII B KA4€CTBE MY>KCKOTO
WIA JKEHCKOTO POJUTENII HWMEET OOIbIIIoe 3HauYeHHEe, IOCKOJBKY 3a4acTylo
HaOJI0JaeTCsl OJHOCTOPOHHSSI HECOBMECTUMOCTh, OCOOCHHO B CKpEUIUBAHUSX
MEXTy CaMOHECOBMECTHUMBIM U camocoBMecTuMbIM Bramu (Murfett et al., 1996).
dakTopel BHEIIHEH Cpempl (TeMmreparypa) TakKe MOTYT BIHATH Ha
ckpemruBaemocTb (Franken et al., 1988). beun pa3paboTaHbl pa3TUIHBIC MTOIXOIBI
JUTSL TIPEOJIONICHUS TIPE3UTOTHUSCKUX 0aphepoB, BKIIIOUAsT TEXHUKY HAIIPABJICHHOTO
ombuieHust (Asano and Myodo, 1977) u 00paboTKy SHICKIETKH PeryJsiTopaMu
pocra B MomeHT onbuteHns (Emsweller and Stuart, 1948).

[Tocne OTLIOTOTBOPEHUS BO3HUKAET npobiieMa IO IICPIKAHUS
pa3BHUBAIOIIECTOCS 3apOJIbIIIa, KOTOpas peIiaeTcs C HCIOJIb30BAHUEM METOIUK
KyJBTYPBI TKaHU IN Vitro, 0COOCHHO B CiTy4asX KOTJia MOCT3UTOTHUSCKHUI Oapbep
BBI3BaH HEJIOCTATOUYHBIM (popMuUpoBaHUEM dHAOCTIepMa (cM. riaBy 1.1.2.1.). beimu
pa3paboTaHbl MHOTOYHCICHHBIC METOUKH KYJIbTUBUPOBAHMS 3apOJIbIIIC IN Vitro
11 pa3nnuHbiX 00bekToB (Raghavan and Srivastava, 1982; Williams et al., 1987;
Chen et al., 1986).

['uOpuabl, mojdydaeMmble OT CKPCIIMBAaHUSA OTHAJICHHBIX BHJIOB 3a4acTyIO
CTCpWIbHBl U HE MOTYT OBITh WCIIOJB30BaHBl B CEJICKIIMOHHBIX IpPOrpaMMax
BoccranoBnenue ruOpuaHOW  QEpTUIBHOCTH  MOXKET  OBITh  JIOCTUTHYTO
3UTOTHYCCKUM HWJIM COMATHYECKMM yJABaMBAaHUEM XPOMOCOM HWJIH IIyTEM
obpaszoBanus HepeayuupoBanubix ramer (Bretagnolle and Thompson, 1995; Lim
et al.,, 2000; Nimura et al., 2006). O6paboTKa KOJXHIIMHOM, HapYIIAOIIHM
dbopMupoBaHHe BepeTeHa JeiCHUSA, ABIsAeTCS A(PGEKTUBHBIM  CIIOCOOOM
COMATHYECKON (MUTOTHMYECKOM) MOJIUIIONIU3alUKM. JIaHHOE BEIECTBO WIJIM €ro
IPOU3BOHBIC MCIIOIB3YETCs Il 00paOOTKK PAa3IMYHBIX COMATHUYECKUX TKaHEH U
OpPraHOB, TAaKMX KakK I[BETOYHBIC IOYKH, MPOPOCTKH, alWKabHAs MEPUCTEMA,

na3yxu JJMCTheB U T (Jensen, 1974).
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[ Bun A ]X[BH,[[B ]

; -MoJ00p PACTHTEIBHOT 0 MATEPHAIA
-TeHOTHIHYEeCKHe P PeKThbI
OTThLIEHHE
-HANpAaRJIeHHOe ONbLIeHHe (IpeooaeHHe
‘ MPeIHr0THYECKHX 6AphepoB)
‘/ DIUIONOTBOPEHHS
Ges
OIUIOA0TROPEHHA ‘
— 3apo7blLl, HEOPA3BUTHIF SHIOCIEPM -BpeMH H30JIAIHH 32p0/bOLIA
OTLTOZIOTBOPEHHE
B IPOGHPKE ‘
-MeT0/bl KYJIbTHEHPOBAHHA in vitro
CTHAHHE KyJb THBHPOBAHHE .
32poAbIIA/ A eKJIeTKH/3ABA3H
3apofiplla
MPOTOINACTOR .,
‘ -MoA00p ONTHMANBHOH cpebl (MHHEPaJIbI,

PErYIATOPLI POCTA, KOHIEHTPAIHA CAXaPO3bl)

pereHepalHL/mepecaka

ATOIHILTOHT -TpeooIeHHe THOPHIHOH CTePHIBHOCTH

/ ; (HCTOJIh30RAHHE KOJXHITHHA H IP.areHTOB)

CMIOHTAHHOE
KIOHATLHE [ AL TETPATLIO] J obpasoBaHe -0TO0D MPOAYIEHTOR 2N raMeT
PasMHOMKEHHE ‘ 911 TaMeT
OIKKPOCCHPOBAHHE ‘
¢ POIUTETHCKHMH GIKKPOCCHPORAHHE
BHJIAMH ¢ POAUTENBCKHMH

¢ "
-MOHHTOPHHT FeHETHYeCKOT 0 NOTHMOp pH3MA
AVIOTPHITION] HHTPOTPECCHA |

(BC1)

Puc. 7 Ipouenypsl moiydeHns CHHTETHUYECKHX ayutomnonumionaos (Osabe et al.,
2012).

CoMatnyeckoe yJABauBaHHE XPOMOCOM JUIIJIOMIHOTO MEXKBHIOBOTO THOpHUAA
JaeT HaJyaJo auIOTETPAIuIONAy, WIH aM(PUIMIUIONAy, CcoAepiKalleMy JBa
JUIUTOMIHBIX CyOreHOMa pa3IMYHBIX BHIOB. Y Takoro amQuuuruiona
TOMOJIOTUYHBIE ~ XPOMOCOMBI ~ KaXJOro CyOreHomMa  KOHBIOTUPYIOT,  UTO
oOecrieunBaeT HOPMAJIbHOE MPOTEKAaHWE MeHo3a W TMPOAYKIHIO (EPTHUIBHBIX
ramer (Lim et al., 2000; Nimura et al., 2006). B To ke BpeMsi MpeUMyIIIeCTBEHHOE
CrapyBaHWE TOMOJIOTUYHBIX  XPOMOCOM  TIPHUBOJAMT K  (DUKCHPOBAHHOU

IreTCPO3UroTHOCTH M3-3a 6J'IOKI/IpOBaHI/IH MEUOTHYECKOU pCKOM6I/IHaHI/II/I MCIKIAY
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cyorenomamu (Bretagnolle and Thompson, 1995; Ramanna and Jacobsen, 2003).
CnontanHoe (opMHUpOBaHHE HEpPEAyIIMPOBAaHHBIX TaMeT B  pe3yjbTare
abeppaHTHOTO Meio03a (TI0JI0Bas MOJIUTUIONIN3AIUS) TPOUCXOIUT B JTUTLIOUTHBIX
BUJaX, Takke Kak amroaumuionanbix (Bretagnolle and Thompson, 1995; Barba-
Gonzales et al., 2008). IlonoBas MOJIMILUIOMIN3ANNS  COMPOBOKIACTCS
CHapUBaHUEM M PEKOMOMHAIIMEl TOMEOJOTHMYHBIX XPOMOCOM B XOJI€ Meio3a y
autogurionaoB. IloaToMy, B OTJIWYHME OT COMATHYECKH IOJYYEHHBIX
AJUTOTETPAILIONIOB, (DepTUIbHAS TBUIbIIA, BO3HHUKIIAS B PE3yibTaTe TOJOBOM
MOJITUTONTM3AITMN TIEPEIaeT MOTOMCTBY OOJIBIIIOE TEHETHYECKOe pa3zHooOpasue,
KOTOPO€ HMMEET 3HAauCHHWE [IJII  HHTPOTPECCHBHOM  CEJICKIMU  IyTeM

OPKKPOCCUPOBaHUSI C JAWIUIOUIHBIMU POJUTENbCKUMU Bujamu (Ramanna and

Jacobsen, 2003; Barba-Gonzales et al., 2008; Khan et al., 2009).

1.2. CTpyKTYpHO-(PYHKIMOHAJBHAS OPraHU3aIUs TeHOMA BBICIIUX PacTeHUii

['enom sykapuot, cocrosmuii u3 mosekyn JIHK u cBs3aHHBIX ¢ HUMHU OEIIKOB,
OpraHu30BaH B BHUJE JUCKPETHBIX XpoMocoMm. Kaxpaas HepermuupoBaHHas
XxpoMocoMma M MeTadazHash XpoMaTuja COACPNKUT JUHEHHYIO U HEMPEPHIBHYIO
monekyiny JHK, koropasg HaxoauTcss B J€KOHAEHCUPOBAHHOM COCTOSIHUHM BHYTPH
unrepdazHoro sgpa, a B xone Metadasbl Meio3a KOHACHCHUPYETCS B
MUTOTHYECKYI0 ~ XpOMOCOMY.  XpPOMOCOMHAas  OpraHu3auus  ONpENENseT
(yHIaMEHTAJIbHbIE TE€HETUYECKHE IMPOLECChl: PETYISIUI0 SKCIPECCUU TE€HOB,
KJIETOYHOE JeJIeHHe, peruMKanuioo U pexomoOuHamuio (Spector, 2003). B
MIPOCTPAHCTBEHHO-IMHAMUYECKOM  aCMEKTEe «XPOMOCOMHYIO  OpraHU3alHio»
MOXHO TIPEACTAaBUTh KaK MPOLECChl OOBEAWHEHUS, pPa3bCIUHCHUS U
peopraHu3alMi XpOMOCOM B SJIp€ Ha Pa3HBIX CTaAusIX (YHKIMOHUPOBAHUS
OpraHu3Ma, MPoIeCcChl HEOOXOMUMBIE IJISl TPABWIIBHOW pealn3aiiil U TMepeaadn
CJICAYIOIIMM ITOKOJICHUSIM HaclencTBeHHoW mHpopmanuu (Heslop-Harrison and
Schwarzacher, 2011). MHorue 0COOCHHOCTH OpPraHU3allMK FCHOMa M XPOMOCOM
ABJISIFOTCS OOLIMMU ISl BCEX OPTraHU3MOB, OJHAKO, €CTb HEKOTOPbIE AJIEMEHTHI,

KOTOPBIC OTIMYAKOTCA MCKAY PaACTCHUAMU W KUBOTHBIMHU. OtnuunTenpHas
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OCOOCHHOCTh BBICHIMX (TIOKPBITOCEMEHHBIX) pACTEHHH - IIUPOKOE pac-
pOCTpaHEHUE MOJUIUIONIUH, JIN00 B hopMe YMHOKEHHUSI XPOMOCOMHOTO Habopa
OHOTO BHUAA, OO0 B (hopMe OObEeTUHEHHS TE€HOMOB pa3HbIX BHUAOB. JlaHHOE
SBJICHHE HE SIBJISIETCA XapaKTEPHBIM JJI TOJOCEMEHHBIX PaCTeHUM, OOJIBITMHCTBA
MO3BOHOYHBIX M HACEKOMBIX. B 3TOH CBSA3M OBLJIO BBIIBUHYTO MPEIINOIOXKEHUE,
4TO OOJBIIYIHO POJb B OTAEJIECHWHM M HBOJIOUUU BETBU IMOKPHITOCEMEHHBIX
pacTeHUM Urpaau reHbl, 00eCIeUnBaIOIINe PEryIsiPHBIN Meil03, a UMEHHO CTPOTOe
OMBAJIEHTHOE CIIAPUBAHHE TOMOJIOTMYHBIX, @ HE TOMEOJOTHYHBIX XPOMOCOM

(Heslop-Harrison and Schwarzacher, 2011).

1.2.1. MoJiekyJisipHasi OPraHu3aIusi FeHoMAa BBICIIUX PAacTeHUit

JIHK sanepHoro reHomMa pacTeHUH COACPKUT YHUKAIbHBIC WIM HHU3KO-
KONMiHBIE  Komupyronme nocnepoBarensHoctd  JIHK,  HemocpencrBeHHO
CBSI3aHHBIE C HUMM PETYJISITOPHBIE AJIEMEHTHI, a TaKXE pPa3IUMyHbIE KIIACChI
nosropsroweiicsa JJHK, npeacraBineHHble yMEPEHHO- U BBICOKOIIOBTOPSOLIUMHUCS
nocnenoBareabHocTamMu  (Heslop-Harrison and  Schmidt, 1998). VYwmepenno-
MOBTOPSIOIIMECS TIOCIEIOBATEIPHOCTH MOTYT HMETh KOJIUPYIOIIYI0 (DYHKIIUIO,
Kak, Harpumep, rersl pubocomansHoit PHK (pPHK). BricokomoBTopsromnuecs,
KaK NpaBWiO, HE HECYT (YHKLUHMIO KOAUPOBAHUS OEIKOB, HEOOXOIMMBIX IS
(GYHKIIMOHUPOBAHUS M BOCHPOM3BOACTBA opranuszMa. OpHako, OHHU MOTYT
KOJUPOBAaTh OCJIKH, BaXKHBIC JUISI MX Tpoiudepanuy Wid TOAASpPKaHUS Yhcia
Komuii B renome (MD).

[ToTopstommecss mocnenoBarenbHocTd JIHK  SABISIOTCS OCHOBHBIM KOM-
MOHCHTOM TeHOMa pacTteHuil. [lo pa3HBIM MaHHBIM, y 3J1aKOB K HHUM MOJXKET
otHocuthes 10 90-95% smepuoii JIHK (Flavell et al., 1974; Li et al., 2004; Paux et
al., 2006). IToBTopsiromuecs MOCIEI0BATENLHOCTH MPEACTABISIOT COOOM BBICOKO
TCTEPOTCHHYIO TPYIITY, MPEACTABICHHYIO ThICSYaMH WU JTaKe ACCATKAMH ThICSY
CEMENCTB, OTIMYAONIMXCS 10 JUIMHE MOTHBA, YPOBHIO KOMHMHOCTH W
opranm3aruu B renome (Flavell, 1986; Kubis et al., 1998; Heslop-Harrison, 2000).

CexBeHHpOBaHHWE TEHOMOB MOJEIBHBIX BUIOB- pruca u apabuporcuca (The
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Arabidopsis Genome Initiative, 2000; Initiative, 2000; Sequencing Project
International Rice, 2005), a Takke JeTadbHBIC HCCICIOBAHUS IPYTUX Ba)KHBIX
CEIBCKOXO3SIMCTBEHHBIX KYJBTYp, BKJIIOYAs MIICHUIY U €€ COpOJuYeH, SYMEHb,
CaxapHyIO CBEKIIy U JPYTHe BHUJbI, OKA3aIH, YTO HauboJee OOMIMPHBIM KJIaCcCOM
MTOBTOPSIOIIMXCS  MOCJEI0BATEIbHOCTEN pacTteHur  sBisitorcss  LTR-perpo-
TPaHCIO30HBI, cocTaBisiomue cBbime 50% pasmepa ux reHomoB (Bennetzen,
2000b; Li et al., 2004; Sharma and Raina, 2005; Paux et al., 2006). Ot 5 mo 11%
JIHK nmmeHunsl npeacTaBieHO TPaHCIO30HAMM, a Ha JOJI0 OCTaJIbHBIX KJIACCOB
MOBTOPSIIOIIMXCSL MOCJIEAOBATEIbHOCTEN npuxoauTcsa nopsaka 30% saepHoun
JTHK.

[IpyuuuHbl oaAEpKaHUsL CTOJb 3HAYUTEIBHOTO KOJUYECTBA MOBTOPSIOIMIUXCS
MOCJIEIOBATEIHLHOCTEN, a TAKKE BHICOKOTO Pa3HOOOpa3us UX COCTaBa JI0 KOHIIA HE
m3yueHsl. [lpeamonaraioT, 4To OHM WrparOT BaXKHYIO POJIb B CTAOMIM3ALMHU U
MOAACP)KAHUU CTPYKTYPbl XPOMOCOM, YYaCTBYIOT B «y3HAaBaHUMW» U MPABUILHOM
PacXOoXKJICHMH XPOMOCOM BO BpeMsi MuTo3a M Merosa (Vershinin et al., 1995;
Kubis et al., 1998). Jlokycel HekoTOpbIX cemeiicTB caTeumuTHBIX JIHK BhICcTymaroT
KaK TOYKHA peKoMOMHanuu XxpoMocoM B Meiio3e (Linares et al., 1998; Vershinin et
al., 1995). Tenomep- acCOMUPOBAHHBIC TTOBTOPHI BBIMOJHAIOT (DYHKIIUIO 3aIIUATHI
TEJIOMEP U yYaCTBYIOT B PETYJISIIIUU T€HOB, JIOKAJTM30BAaHHBIX B CYOTEIOMEPHBIX
parionax (Sykorova et al., 2003). Tloka3zano, yTo BHI000pa30BaHKUE y PACTECHUMN
4acTO CBSI3aHO C OBICTPHIMH  M3MEHEHUSMHU  (PpaklUUH  TOBTOPSIOIIUXCS
nocnenoBarenbHocTet JIHK (Flavell et al., 1979; Cuadrado and Jouve, 2002;
Dvorak, 1998).

1.2.1.1. Pazmep sa0eprozo ceHoma y blCUiuX pacmenuil

Pasmep simepHoro TeHOMa Yy BBICHIUX (TIOKPBITOCEMEHHBIX) PacTEHUM
Ype3BbIYAMHO W3MEHYMB, XOTSA JUISI KaXJAOro BHUAAa OH OOBIYHO HWMeEET
OTHOCHTEJIbHO MOCTOsTHHOE 3HaueHue (Swift, 1950). Pasmep reHoma, u3mepseMbIit
B konudectBe JIHK (B mapax HykieorwmoB, mH) Ha ramiouaHbii renom (1C),

BappupyeT oT 63 MnH y miorosgHoro pactenus Genlisea aurea (2n=52) mo
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149 000 Mnu y Buma mwmid Paris japonica (2n=40), T.e. pa3jId4usi MOTYT
nocturath 2 300 pa3 (Bennett and Leitch, 2011). K pacTeHussM ¢ MaJeHbKUM
reHoMoM (< 200 MnH) OTHOCATCSI OJJHO CEMENCTBO OJHOJIONBHBIX U 13 ceMeicTB
IBYIOJBbHBIX. Pactenus ¢ orpomusiM reHomoM (>15 000 MmH) dyacto
BCTPEYAIOTCS CPEIU OJHOJOJIbHBIX, 0COOEHHO OTHOCsIuMXcs K mopsaaky Liliales,
TOT/Ia KaK TOJBKO JICBSITh CEMEHCTB IBYIOJBHBIX UMEIOT BUABI C TAKUM T€HOMOM
(Bennett and Leitch, 2011; Leitch et al., 2010). Cpeanuii pa3smep reHoma
MOKPBITOCEMEHHBIX pacTeHuil coctaBiseT 5 800 Mnu (y ogHomombHbIX- 10 200
Mun; y aBynosibHbIX- 2 800 M) (Puc. 8).

Cpennsist ;yiiHa TeHa (32 UCKIIIOUEHUEM JIJTMHBI MHTPOHOB) Y 3YKapHOT OKOJIO
1 300 mH (¢ HeOobIION Bapuanueld Mexay TakcoHamu) (XU et al., 2006), Toraa
KaK YMCJIO TCHOB y JUIUIOMIHBIX BBICIIUX pacTeHui - okosio 30 000 (Ming et al.,
2008), yto B uenom cocrasisieT 40 Mnu. Ecnu k 3ToMy 100aBUTH CTPYKTYpPHBIE
palioHsl xpoMocoMm (ueHTpomepbl U Ttenomepsl), pJAHK, perynastopubie
MOCJICIOBATEIPHOCTY ¥ HWHTPOHBI, TO TOJYy4YdM OLEHKy ~ 60 Mms,
COTIOCTaBUMYI0 C MHHHMAJIBHBIM pPa3MEpOM T'eHOMa. BOJBITMHCTBO HM3BECTHBIX
BUJIOB PACTCHHU HWMEIOT pa3Mep TEeHOMa, 3HAYUTEIbHO MPEBBIIIAOIIHIMA
MUHUMAJIGHYIO TpaHUIly. YBEJIMYCHHE pa3Mepa SACPHOTO TEeHOMA MOXKET
JTOCTHTATHCS 32 CUET MYIbTUILUTHKAIIAN JTU00 YaCTH TeHOMA, JIM0O0 TeHOMA B IIEJTIOM
(momumiouauzanus). llomummonauss mTpoucXoaWiia MHOTOKPATHO B XOJe
DBONIOIMM  PACTUTENBHBIX BHJIOB W ObUIa YCTAHOBJICHA B HEIaBHEM
HBOJTFOIIMOHHOM TIPOIIIJIOM Y TIPHMEPHO TOJIOBUHBI M3YyYEHHBIX BHJIOB PACTCHHM
(Schranz et al., 2012). Bropoii HCTOYHHMK Pa3HOOOpPa3Hs - 3TO AMILTA(PUKAIHS
nocienoBatenbHocTedt reHomHoM JIHK. I[lomumo ammnudukanuu, B reHOME
MOTYT TIPOUCXOJIUTH JENCIUH KaK TeHOB (OCOOCHHO AYITUIIMPOBAHHBIX), TaK U
MTOBTOPSIOIINXCS HEKOAUPYIOMIUX MOCIEI0BATETLHOCTEH, YTO MOXKET OTPAKAThCS
Ha pa3mepe renoma. Hampumep, renom Arabidopsis thaliana npumepro Ha 50%
MEHbIIIe TeHOMa OJM3KOopoacTBeHHOro Buaa A.lyrata, XoTs 9T BHBI Pa3oNLINCh
oT oO0IIero mpenka CpaBHHUTEIBHO HenaBHO- ok. 10 muH jer Haszan (Hu et al.,

2011). B »TOM ciydae pasidyde B pa3Mepe TEeHOMa  O0O0YCJIOBIICHO
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MHOXECTBEHHBIMH  JICJICTIUSIMA B HEKOJUPYIOIIUX MEXKIE€HHBIX paiioHax,
HACBIIIEHHBIX MOOMJIBHBIMU AJIEMEHTaMH. MexBU10Basi THOpUAU3AIUs JOBOJIBHO
gacto compoBoxaaercs nenenusmu JJHK (Ma and Gustafson, 2008). M3ygas
HBOJIIOIMIO pa3Mepa reHoMa B ceMeiicTBe Brassicaceae ydenbie oOHapyxuiau 16-
KpaTHbIe pas3nuuns cpeau 185 Bumos (Lysak et al., 2009). [TonoBuHa 3THX BHUIOB
MMENTM yMEHBIIICHHBIA pa3Mep Te€HOMa IO CPAaBHCHHIO C OOIIUM IIPEIKOM,
HECMOTpS. Ha JUHAMUYHBIC MPOIECCHI, HANIPABJICHHbIC HA YBEJIMYEHHE pa3Mepa
reHoMa (TpaHCHO3UIIUM MOOWJIBHBIX 3JEMEHTOB W mosmmuionausanus). o cux
[Op HE YCTAHOBJIEHBI OOIIHME 3aKOHOMEPHOCTH M CEJEKLUHUOHHBIE MEXaHU3MBbI,
KOTOpPHIE JIeKAT B OCHOBE BapHallMy pa3Mepa reHoma B Ty WU JIPYTyI0 CTOPOHY B
X0/J1€ IBOJIIOIIUU PACTUTEIBHBIX BUIOB.

BOIbIIMHCTBO MEXKBHUIIOBBIX pPa3jM4Mii B pa3Mepe TIeHOMa CBS3aHBI C
coaepkaHneM  noBrTopstomuxca — nociaepoarenbHocTerd  JIHK,  xotopoe
MMOJABEPKEHO OBICTPHIM HM3MEHEHUsSM. Y  KYKYpy3bl CYIIECTBYIOT OOJIBIITHE
paszIuyms 1Mo pa3Mepy TEPMUHAIBHOTO TeTePOXPOMATHHA XPOMOCOM, COCTOSIIIETO
U3 TaHAeMHBIX TToBTOpOoB (Aquiar-Perecin and de VVosa, 1985; Laurie and Bennett,
1985). Bonbiias Bapuaiys 0 COIEPAKAHUIO TETEPOXPOMATHHA, KOPPEITUPYIOIIasi C
pa3sMepoM reHoMa, HabromaeTcs Takke y pxu, Secale cereale (2n=14), npuuem
noJiuMop(du3M 3aTparuBaeT aaxe romojiorudrsie Xxpomocombl (Alkhimova et al.,
2004). Ilpy HEKOTOPBIX YCJIOBHUAX MOBTOpstomMecs mocienoBarenbHoct JJHK
TEPMUHAJIBHBIX PalOHOB XPOMOCOM TEpSIIOTCS B X0j€ MUTO3a. bblia mokaszaHa
OrpaHWYCHHAs  BapuHaOCIIBHOCTH pa3Mepa TIe€HOMAa Yy  JUIUIOMIHBIX H
TETPATUIOUHBIX BUOB MIIEHUIIbI, CBSI3aHHAS C AKTHUBHOCTBHIO PETPOIIIEMEHTOB
(Ozkan et al., 2010). V nbpHa 0OHapyXeHBI U3MEHEeHHs Yncia kornuid reHoB pPHK
B pe3yabTaTe pasjiMuyHbIX CTpeccoBbix BosaeiicTBuii (Cullis, 2005). V xykypys3bl
KOJIMYECTBEHHBIC M3MEHEHUSI 3aTParnBalOT BCE KOHIIEBBIE PalOHBI XPOMOCOM, B
KOTOPBIX MPOUCXOMSIT WHTCHCUBHBIC PEOPTaHM3AINN (MHCEPLUH, AYTUIUKAIMA U
JIeNIeIMK) OTACIbHBIX CerMEeHTOB pasmepom Oonee 1 tmH (Belo et al., 2010).

Takolt monmuMoppusM, Mo-BUIUMOMY, UMEET BAXKHOE 3HAYEHUE ISl MOMYJIALHMA
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BUJOB KaK >XMBOTHBIX, TAK U PACTEHUM, I MX aJalTalM{, YCTOWYHBOCTU K

cTpeccy u s rereposuca (Biemont, 2008; Belo et al., 2010).
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1.2.1.2. Kooupyrowue nocneoosamensvnocmu /|HK

[lepBeiM mpoaHanu3upoBaHHbIM Ha ypoBHe JIHK renomom BbICIINX
pacTeHmii ObuT TeHOM apaoOmmonicuca Arabidopsis thaliana (2n=10) (The
Arabidopsis Genome Initiative, 2000). OH OTHOCHTCS K MaJIcCHbKUM TI'€HOMaMm,
pasMep ero rariouJHOro reHoMa cocrtapisgeT 157 MnuH. OOmiee 4uciao reHoB
cocrapisier 27 000, 4TO NPUMEPHO COOTBETCTBYET YHCIY TIE€HOB Yy TaKUX
opranu3aMoB, kak uenmoBek W Mbimib (Lander et al., 2001), oxnako, pa3mepbl
resoma B 25-30 pa3 menbiie. C 3TUM OOCTOATEIBCTBOM CBSI3aHBI Ba)KHBIC
O0COOEHHOCTH B CTPYKTYpE€ OTIEJIBbHBIX T€HOB apabuaorncuca u oome CTpyKTyphbl
ero reHoma. ['eHbl apaOujorncuca KOMIAKTHBI, COJAEpXkAT JIUIb HECKOJbKO
AK30HOB, PA3JEIEHHBIX KOPOTKHUMHU (Okoyio 250 mH) uHTpoHamu. [IpomexyTku
MEXIy OTHENbHBIMH F'€HaMH COCTaBILIIOT B cpeaHem 4.6 TnH. [[ns cpaBHeHus,

I'CHbI YCJIOBCKA COACPKAT MHOTHC ACCATKH U AaXXKC COTHH 3K30HOB M MHTPOHOB, a
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MEXTEeHHbIC yJacTKH MMeroT pasmepsl oT 10 tmH u 6onee (Lander et al., 2001).
OyHk1uu 69% reHoB ObLIN KIacCU(UIUPOBAHBI COTJIACHO CXOJICTBY € OenKaMu
pa3IMYHBIX OPTaHU3MOB C ycTaHoBieHHOW (yHkiwmei (Puc. 9a). [pumepro 30%
U3 BCEX MPOAHAIU3UPOBAHHBIX TMPOJYKTOB TE€HOB COCTaBIAIOT  OEJKH,
cnenudUUHbIe IS PACTEHHM, a Takke OENKH C HeyCTaHOBJICHHOW (QyHKiuel. B
[[eJIOM, 3Ha4YUTeNbHAs dYacThb OEJIKOB apaOuAoIcuca MpPOSBISET CXOACTBO C
COOTBETCTBYIOIIUMH MPOJYKTAMHU JPYTUX SYKAPUOTUYECKUX OPTaHU3MOB, TaKUX
Kak Jpoxokd, japo3opmna u yemoBek  (Puc. 90). Tompko 8-23% GenkoB
apaOujornicuca, OTBEYAIOIIUX 33 TPAHCKPUILUIO, HMEIOT CXOACTBO C
AQHAJIOTMYHBIMU MPOJYKTAMH JIPYTHUX 3YKApHOT, YTO YKa3bIBAECT HA HE3aBUCHMYIO
SBOJIIOLMIO  TPAHCKPUIILIMOHHBIX  (akTopoB y pacteHud. Habmogaercs
OTHOCHUTEJILHO BBICOKHH YpOBEHb CXOJCTBAa MEXay OellkamMu apabujponcuca u
OakTepuif, OTBETCTBEHHBIMU 3a METa0OJM3M M DSHEPreTUYecKuil OoOMEH, YTO
OTpaXaeT BHICOKUI KOHCEPBATU3M CTPYKTYPBI 3TUX OEJIKOB B X0J1i€ 3BoJrouu. U,
HAKOHELl, CPABHEHUE T'€HOB, BOBJIEYEHHBIX B MEKKJIETOYHOE B3aUMOJACHCTBUE U
nepefadyy CHUrHajoB, BBIABWIIO MX CTPYKTYPHYIO JMBEPre€HIUI0 OTHOCHUTEIIBHO
OJTHOKJIETOUHBbIX opraHu3MoB (Puc. 90). OcobGeHHOCTHIO TeHOMa apabuorncuca,
Kak u OOJNBIIMHCTBA JPYIMX pACTEHUM, SBIAETCS OTHOCUTEIBHO OO0JbILIOE
KOJIMYECTBO AYIUIMIIMPOBAHHBIX TeHOB. llpenmonaraioT, 4ro JyIIIMKaluu
OPOUCXOAWIM JIMOO B pe3ysibTaTe€ HEPaBHOIO KPOCCUHIOBEpa (JIOKaJIbHbIE
OYTUTMKAIMK), JUOO0 B pE3yabTare COOBITHI MOJUIUIOUIN3AIMN, KOTOpPbIE
npoucxoawau 50-200 mun stet Hazazn (The Arabidopsis Genome Initiative, 2000;
Vision et al., 2000).

B nenom, ¢ ucnosibzoBaHueM Mojenu apadbujgorncuca ObUIO MOKAa3aHO, YTO
Hapsily CO CXOOHBIMH JUIsl BCEX JYKapHOT ceMeicTBamMH OE€lKOB, CYIIECTBYET
nopsiaka 150 yHUKanmbHBIX [ PACTEHUM CEMEWUCTB, KOTOPBIE BKIIOYAIOT
TPAHCKPUIIIMOHHBIE (PAKTOPBI, CTPYKTYpHbIE Oenku, (pepMeHTbl U OenKu C
HensBecTHOW (ynkmueit. CemeiicTBa OOIMMX IS DYKapuOT TEHOB B XOJE
JTUBEPreHIIMM  pPACTEHUW  MOJABEPrajuch 3HAYUTEIbHBIM  KOJUYECTBEHHBIM

M3MEHEHUSAM (JeNeuusM WM aMIuduKanusM), YTO CBs3aHO C Oousbliei
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M3MEHUYHMBOCTBIO pa3Mepa IE€HOMa y pPACTeHHil, IO CpPABHEHUIO C JAPYTHMH

sykapuoTtamu (Bennett and Leitch, 2011).
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Puc. 9 DynkiumoHaNbHBIA aHANW3 TEHOB apadujoricuca. (a) OTHOCHTEIbHOE
coJiep)KaHue MPEIoaraéMbIX N€HOB Pa3IMUYHBIX (YHKIHMOHAJIBHBIX KaTETOPHUIA;
(6) CpaBHenue (GYHKIIMOHAIBHBIX KAaTETOPUH T'E€HOB MEXIy OTACIbHBIMU
sykapuotamu. Ilo ocu VY- mnokazarenb cXoicTBa O€NKOB apabujaoricuca ¢
COOTBETCTBYIOIIMMH OelkaMu Apyrux (pedepeHCHbIX) FeHOMOB, WA TMPOLEHT
romonornuHsix 6enkos ¢ E<10™° (The Arabidopsis Genome Initiative, 2000).

Emte ogaum o0bexToM nosiHoro cekBennpoBanus JJHK cran puc Oryza sativa
(2n=24) (Sequencing Project International Rice, 2005). I"aruiouaHbIi FEHOM 3TOTO
pactenusi B 3.5 pasza Oombiie, 4yem y apabumoncuca (450 Mmnu). KonmdectBo
I'eHOB y puca cocraBisieT 57-62.5 Toic. (Feng et al., 2002). Takum 006pa3oM, reHOM

puca COIEPKUT MPUOIU3UTENBHO B JBa pa3a OOJbIIe TE€HOB, YeM TI'€HOM
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apabugornicuca ¥ 4YeJlIOBEeKa, YTO MOXET OTpaxaTh €ro TOJHUILJIOUTHOE
npoucxoxaenue (Lander et al., 2001).

I'eHomMBl puca um apabumoricuca SIBISJIMCh OCHOBHBIMHU pedepeHCHBIMU
T€HOMAaMU JIJI1 aHaju3a T€HETUYECKOTO COACPKAHMS BCEX APYTUX PACTUTEIbHBIX
00beKTOB. CpaBHUTEIbHBIM aHAIM3 T'€HETUYECKUX KapT XO3SMCTBEHHO-IICHHBIX
3JIAKOBBIX PACTEHUH BBISBHJI BHICOKHI YPOBEHb UX KOJUIMHEAPHOCTH (CHHTCHHH),
a HMMEHHO, KOHCEpPBATHMBHBIN MOPAIOK PACIOJIOXKEHHUS TE€HOB Ha XPOMOCOMAax
(MaKpOKOJUIMHEAPHOCTh). IJTO sBJIICHUE OBUIO OTMEUEHO JUIS TaKWX BHJIOB
pacTeHH KaK pHC, KyKypy3a, COPro, caXapHbIi TPOCTHHK, miieHuna u ap. (Gale
and Devos, 1998). CunteHus T'€HOB MOAEPKHBAIACh B XOAE 3BOJIOLNH,
HECMOTpS Ha 3HAYUTEIbHBIC U3MEHEHUsI pa3Mepa reHOMa U IPOJIOIKUTEIHLHOE
BpeMsl JTUBEPreHIIMH yKa3aHHBIX BHAOB (60 muH jeT). boiee neTanpHbIN aHAIN3
CTPYKTYpbl T€H- COJIEpXKAIlMX PANOHOB OOHAPYKWJI Pl HAPYIICHUH KOJI-
JIMHEAPHOCTHU, CBSI3aHHBIX C T€HOMHBIMU MEPECTPOMKAMH HA YPOBHE OTACIBHBIX
KJIACTEPOB T'€HOB, TAKUMH KaK WHCEPIIUH, AN WK AyIUIMKanun reHoB (Gaut
and Doebley, 1997; Song et al., 2002; Bancroft, 2000). Yactuunsrii
CpPaBHUTEJIbHBIN aHAJIW3 T'€HOMHBIX IMOCJIEA0BATEIbHOCTEN Pa3IMUYHBIX 3JIAKOBBIX
pacTeHU BBISIBUJI OCHOBHOM MPUHIUII OpraHU3allid T€HOMA: YepeJl0BaHUE pe-
KOMOMHAIIMOHHO- AaKTUBHBIX paliOHOB, OOOTAIIEHHbIX TIe€HaMH («TEHHbIE
OCTPOBKH») U pailoHOB BbICOKOMOBTOpsitomeiics JHK, HachlleHHBIX, Kak
MpaBWJIO, MOOWJBHBIMH DJJIEMEHTaMH. B JuUBEpreHIuu TEeHOB Y 3J1aKOBBIX
OOJIBIIIYIO POJIb UTpalid TYIUIMKAIIMKM, OJIHAKO, MPU ATOM COXpaHsIach MaKpo-
KoJHeapHoCcTh xpomocom (Ware and Stein, 2003).

Henano, aAByms rpynmnamu ucciieoBaresieid ObLIN MPeCTaBICHbl YEPHOBBIC
MOCJIEIOBAaTEILHOCTH  QJJIOTEKCAIJIOWIHOTO TE€HOMa MSTKOM MIIEHUIBI .
aestivum (Brenchley et al. 2012; Mayer et al. 2014). Bbouio uaeHTHGUITEPOBAHO
OK. 124 ThIC. r€HOB, YTO MPUMEPHO B 2 pa3a MPEBbIIIAET YUCIIO TEHOB y puca (cM.
BhbIlie). boinbmmass yacTh 3THX TeHOB OblIa accorupoBaHa ¢ A-, B- m D-
cyorenomamu. KapTbl CHHTEHMH BBICOKOT'O pa3pelleHUs IMO3BOJMIN BBISIBUTH

MHO>KCCTBCHHBIC HapymcHUA KOHCCPBATUBHOI'O rnopsaaka I'CHa, qTo
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CBUJIETEIBCTBYET O BBICOKO- TWHAMHYHOM COCTOSIHUM TE€KCAIUIOMJIHOTO T€HOMA.
CormocTaBiicHUE ¢ MPUOIH3UTEIBHBIM CyMMapHBIM Ha0OpOM T'€HOB JTUTLJIOMIHBIX
MIPEAIICCTBEHHUKOB MTO3BOJIHIIO YCTaHOBHTH PEAYKITHIO B X0J1e
ayurononurionan3anuu  10- 16 teic. TeHoB.  CaemyeT OTMETHUTh, YTO 3TOT
MacimTad peayKIMH BCE YK€ 3HAYUTEIBHO YCTyIaeT MacITady peayKIud TeHOB y
KyKypy3sl (Schnable et al., 2011) u Brassica rapa (Mun et al., 2009), uro, onHako,
MOKHO OOBSICHUTH 00JIee MOJIOJIBIM BO3PACTOM MSATKOM IMIIICHHUIIBI, TI0 CPABHECHHUIO
C BBINICHA3BAaHHBIMU TOJIMILIONAAMH. TaKke HEO0XOIUMO OTMETHUTh, YTO
PEAYKITNH TIOJIBEPIIIMCH HE BCE KJIACChI TEHOB; OOJBIITMHCTBO T€HOB, KOAUPYIOIINX
TPAHCKPHUIMITMOHHBIE (hAaKTOPhl COXPAaHUIM CBOE (DYHKIIMOHAIBHOE COCTOSHHE B
KKJIOM M3 CyOr€HOMOB, YTO YKa3bIBAaeT Ha KOHCEPBAIUIO CHEIU(DUISCKUX IS
CyOreHOMOB TEHHBIX CeTel, 00eClNeUnBaAIONIYI0 HEAJJIUTUBHYIO JKCIIPECCHUIO
TCHOB W IJIACTUYHOCTDH MATTEPHOB AKCIPECCHH B 3aBUCHMOCTH OT OKPYKAIOIINX
ycroBuii (Pumprey et al. 2009). HexoTopele cemelicTBa T€HOB, TaKHE KaK T'CHBI
pOCTa, SHEPTeTUYECKOT0 METa00JIM3Ma, TeHbI 3aIIUThl OT BHEIIHUX BO3JCHCTBUH,
T'CHBI, OTBEUAIOIINE 3a COCTAaB NHUTATCIBHBIX KOMIIOHEHTOB pACTEHHsS, TCHBI,
KOJIUpYIOIe puUOOCOMHBIE O€JKHM, 3amacHble OCJIKH U T.JI., HAIPOTHB,
IpeACTaBICHb B OOJIBIIIEM KOJWYECTBE Y MSATKOM IIICHHUIIBI, TI0 CPAaBHEHUIO C
JUTUTOMTHBIMU T€HOMaMH. JTH TeHBI MOTYT OBITh CBSI3aHBI C MPOIYKTUBHOCTHIO U

MI0JIBEPraThCsl UCKYCCTBEHHOMY O0TOODY.

1.2.1.3. Tanoemno-opzanuszosannsie Il /IHK

[lepBble TpeACTaBICHUS O TaHIEMHO-OPTAaHU30BAHHBIX TMOBTOpPaX OBLIH
nosydeHsl npu u3ydyeHnn careumtHod JIHK. Chavana 3TuM  TepMUHOM
o0O3HayajaM Ty 4YacTh TI€HOMa, KOTopas OTIelsach NpH TPaJUEHTHOM
ynsTpatenTpudyruposanun (Kit, 1961) u, cienoBatesibHO, MO MIOTHOCTH H IO
coaepxxaanio AT/GC map momkHa ObllIa OTIMYATRECSA OT ocHOBHOM Macchl JIHK. B
HACTOSIILIEE BpeMsS I0J JTUM TEPMHUHOM TOJPAa3yMEBAETCS XapaKTEPHBIN

KOMIIOHCHT 9YKaApUOTHUICCKOTO IreHoMma, COCTOHI]_[I/Iﬁ u3 TaHACMHO-
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opranu3oBaHHbIX TOBTOpoB. CaremmrtHas JHK we xomupyer Oenku
JIOKQJIN30BaHA B KOHCTHUTYTHBHOM TETEPOXPOMATHHE XpPOMOCOM. (CM. 0030p:
Xemineoen6 u ap., 2003). CaremummrHas JJHK cocTouT u3  psagoB HIASHTHYHBIX
TIOBTOPSIFOIIMXCST eTUHUI] (MOHOMEPOB), YHCIIO KOTOPHIX MOXKET BapbHUPOBATH OT
HECKOJIbKMX COT JO0 Oonee MWUIMOHA. B 3aBUCHMMOCTH OT pasMepa
MOBTOPSIONINXCS SIUHUIL PA3IUIal0T MHUKPOCATEIUIMTHYI0, MHUHHCATCIUTHYIO U
careutntHyto JIHK. Mukpocaremmutel (SSR; simple sequence repeats) uMeroT
JUTMHY MOHOMepa He Oojiee 6 map HYKJICOTHIOB, TOT/Ia KaK y MUHHUCATEIIUTOB
JUTHHA MOHOMEpa Jaire Bcero koseosercs B mpeaenax 10-100 mH, a y caTeuuToB-
100-400 mu (Zhao and Ganal, 1996; Sharma and Raina, 2005). B renomax
nmeHunbl M gumeHs wmukpocaremutHas JIHK cocraBmser 1,2% u 3,8%,
COOTBETCTBEHHO, M B OCHOBHOM TMpEJCTaBJI€HA KOPOTKUMU  BBICOKO-
noBTopsronumucs nocnegaosareabHocTaMu: (GAA),(GAG),, (Mitra and Bhatia,
1986).  MuKpocaTe/ULTUTHBIE  TIOBTOPBI ~ HMMEIOT,  TJaBHBIM  00pa3oM,
WHTEPCTUIIMAIIBHOE PACTIONOKEHUE HAa XPOMOCOMAaX U IIMPOKO HCIOIB3YIOTCS B
KauyecTBE MAapKepOB I TIOCTPOCHUS MOJICKYJISIPHO-TEHETUYSCKUX KapT, B
YaCTHOCTH, MATKOM minenunsl (Bryan et al., 1997; Pestsova et al., 2000a; Roeder
et al., 1998). Jlns caremmrhoit JIHK xapakrtepHo OoJiee JIOKAJM30BaHHOE
pacrpeneneHre Ha KOHLAX XPOMOCOM WIM B LEHTPOMEPHBIX painioHax. Tak,
HaANpUMeED, MPOTSHKEHHBIEC TAHACMHBIEC TIOBTOPSIFOIIUECS €MHUIIBI BXOAST B COCTaB
TEJIOMEPHOT0o reTepoxpoMatuHa pxku Secale cereale, cocraBmss 8-12% renoma
(Bedbrook et al., 1980). bbumn aeranbHO HCCIIEIOBaHBI YETHIPE CEMEHCTBA
TEJIOMEPHBIX TOBTOPOB PKU, MUMEIONIUX CIOXKHYIO HEPAPXUYECKYIO CTPYKTYpPY.
OcHoOBHBIM siBIIsIeTCS ceMercTBO PSC119.2 ¢ moBTopsitomumcs snementoM 120 mH,
nepBOHAYaAIBHO BhIJEIeHHOE U3 Secale cereale u BrocieacTBHM 00OHAPYKEHHOE Y
MHOTHX BHOB TpHOBI Triticeae u cectpunckoi TpuObl Avenae (Vershinin et al.,
1995; Bedbrook et al., 1980; Mcintyre et al., 1990; Salina et al., 1998).
[ToBTOpsitfO-TIIMIECsT  €AMHUITBI  OCTAJbHBIX CEMEWCTB  CcoIepkKaT  IPOCTHIC

cyOmnoBTopbl uHOW 120 MH B COYETaHUM C JIPYTUMHU TOCIEIOBATEIbHOCTIAMHU

(Bedbrook et al., 1980).
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N3 renoma Aegilops speltoides ObLIO BBIIEICHO BHIOCHCIHM(PUIHOS
CEMEHCTBO TEIIOMEPHBIX MOBTOpOB Speltl, cocramnstomee okoiio 2% saepHON
JIHK nannoro Buaa (Salina et al., 1998). Yka3annble MoBTOpHI JuIMHOK 178 1H
BXOJISIT B COCTaB TEIIOMEPHBIX PAailOHOB XpOMOCOM Hapsay ¢ 6oriee oOImuM Jjist
371aK0B ceMercTBOM SpeltS2, mpu atom noBTopsl Speltl pacmonokeHbl TUCTATBLHO
(Salina et al., 2006). CemeiictBo Spelt52 comepKUT MOHOMEpPHI JIBYX THIIOB
Spelt52.1 u Spelt52.2, KOTOpble MMEIOT OJWHAKOBYIO KOHCEPBATHBHYIO YaCTh
IJIMHOW 283 TH W HEroMOJOTHYHBIE Yy4acTkh JjiuuHoM 92 um 106 1H,
cooTBeTcTBeHHO (Salina et al., 2004).

[ToMuMO yXe yKa3aHHBIX, Y NpeacTaBUTENCH TpuObl Triticeae Obla HaiiaeH
P JAPYTHX CEMEWCTB TaHJIEMHBIX IIOBTOPOB, HMMEIOIIUX TeJIOMEpHYIo (Win
IIEHTPOMEPHYIO) JIOKATU3AIHIO:

a) Afa (pAsl)-cemetictBo TOBTOpOB JumHHOM 340 ITH, KOTOPHIE JIOKATH30BaHbI
B TEJIOMEPHBIX M HMHTEPCTHIIMAIBHBIX XPOMOCOMHBIX paiioHax Ae. tauschii, T.
aestivum, sumos Hordeum, Elymus trachycaulus (Rayburn and Gill, 1986; Nagaki
et al., 1995; Nagaki et al., 1998). K sToli 5xe rpyIirne MOKHO OTHECTH CEMEHCTBO
TaHJEMHO-OPTaHU30BaHHBIX mocienoBaTtenbHocTel PAESKBS2, pacmonoxeHHBIX
B TCIIOMEPHBIX pailoHaX XpOMOCOM Y HEKOTOPBIX BUAOB Triticeae, oTHOCAIIMXCS K
S-renomy (Ae. speltoides, Ae. sharonensis, u Ae. longissima) (Anamthawat-Josson
and Heslop-Harrison, 1993; Zhang et al., 2002; Salina et al., 2004);

0) cemeiictBo Tail, cocTosiee U3 TaHIAEMHBIX MOBTOPOB JIMHOW 570 mH,
OoOHApyXCHHBIX B TEJIOMEPHBIX paiioHaX OOJILIIMHCTBA BHAOB Triticeae, 3a
UCKJIFOUeHHeM BUIOB Triticum u Aegilops, y KOTOPBIX BBISIBIICHO IIEHTPOMEPHOE
pacrioyiockeHue ykazanubix mostopos (Kishii et al., 2001);

B) leHTpoMmep-crienuuunbiii TangeMubiii moBTop CentC xykypyssl Zea
mays ainuHo# 156 i (Ananiev et al., 1998).

r) HVRT tenomepusie mosTopsl Hordeum vulgare ¢ gnmunoi Mmonomepa 118

IIH, UMEIOIIHME CI0XHYI0 nepapxudeckyro opranmsanuio (Kilian and Kleinhofs,
1992).
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TangeMHbIC TIOBTOPHI MOTYT PacHpOCTPAHATHCS IO TEHOMY ITOCPEICTBOM
HEPAaBHOT'O KPOCCHHIOBEpa MEKIy IapaMH CECTPHHCKHX XPOMATHA HWJIH
romoyorndHeix xpoMocoMm (Charlesworth et al., 1994), a taxke ¢ MOMOIIBIO
pemkanuu  dkcrpaxpomocomuoit JJHK mo Mogenn «kaTsiimerocs Kojecay

(Navratilova et al., 2008).

1.2.1.4. /Tucnepeuposannwie 1111 IHK

N3BecTHO, YTO OCHOBHAsl Macca AUCHEPTUPOBAHHBIX MMOBTOPOB BO3HHKIA B
pe3ynbTaTe AaKTHUBHOCTH MOOWJBHBIX 3JeMeHTOB (MD). MD renoma mnon-
pa3feNdioT Ha JBa Kjacca: 3JIEMEHTHI Kiacca | (peTpoTpaHCHO30HBI), KOTOPbHIE
MepeMenaloTcss ¢ TMOMOLIBI0 MEXaHU3Ma «KOINHWPOBAHUS-BCTPAUBAHUS) C
ucnonbzoBanueM PHK-untepmeauatoB, u osnementsl kimacca II  (JJHK-
TPAHCIO30HbI), KOTOPbIE HCHOJB3YIOT MEXAHHM3M «BBIPE3aHUS-BCTPAUBAHUSY, C

oOpa3oBaHueM JHOO OJHO-, MO0 nByxIenouedHblx paspbiBoB JJHK (Puc. 10)

(Wicker et al., 2007).

Knacc |, pempompancno3zonsi

CormacHo  OOMIENPUHATONW  KJIAacCU(UKAIMK, 1O HAIMYUIO-OTCYTCTBHUIO
JUIMHHBIX KOHLEBbIX MOBTOpoB (LTR) perporpancno3onst nensitcs Ha LTR-
conepxxamue (LTR perporpancnozonsl) u Hecomepxkamiue LTR. Ilocinegnue, B
CBOIO odepenb, Aendrcs Ha anuHHble nucneprupoBanHbie (LINE) m koporkue
nucneprupoBanubie (SINE) snementsl (Puc. 10). Kpome 3TUX OCHOBHBIX TIpyni
BBIJICIIAIOT JonosHuTenbHbIe rpynmbl: DIRS- u Penelope- momgo0OHbIe 371eMeHTHI, a
TaK)Xe HeaBTOHOMHbIe BapuaHThl LTR-perportpancmnoszonos: TRIM- (Terminal-
Repeat Retrotransposons In Miniature) u LARD-amements (Large Retro-

transposon Derivatives) (cMm. 0630p Cepreesa u Canuna, 2011).
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Kaacc 1. Perporpancnosons

LTR-conepauine peTpoTpancio3onbl | pol

Copia-nonodueie
Gvpsy-nonodubie

LTR-neconepxanmepeTpoTpancno3onsl

LINE -> llh o — = Y
SINE +t|:-+

Kaacce 2. I[HK-Tpancnomnu

TIR
ABTOHOMHBIE HIEMEHTHI -b -l &>

HEABTOHOMHBIC MTCMEHTH - .:-:.

Puc. 10 OcHouble rpymmbl MoOMIBHBIX meMenToB (Wicker et al., 2007).

Brigenstor 1Ba ocHOBHBIX cynepcemeiictBa LTR-perporpancno3onos: Gypsy
u Copia, pa3IuYaIIUXCS TMOPSIKOM  PaCMOJIOKEHUS T'€HOB OOpaTHOM
TPAHCKpUNTAa3bl M HWHTETpa3bl JAPYr OTHOCUTEIBHO Jpyra, HO HMMEIOIINX
onvHaKkoBbIM MexaHu3M TpaHcnozuuuu (Wicker et al., 2007). ¥V pactenuit LTR-
PETPOTPAHCTIO30HKI SBISAIOTCS Mpeodaagaromei rpynnoit M3. OHU COCTaBISAIOT
ot 15% renoma y Arabidopsis thaliana 1o 90%- y HeKOTOpBIX HpeiCTaBUTENICH
Liliaceae (Flavell et al., 1992; Voytas et al., 1992; Bennetzen, 1996; SanMiguel,
1996; Suoniemi et al., 1998; Kumar and Bennetzen, 1999; Vicient et al., 2001,
Vitte and Panaud, 2005; Vitte and Bennetzen, 2006; Sabot and Schulman, 2006).
JImMHA 3TUX 3J€MEHTOB BapbUPYET OT HECKOJIBKHUX TIH 10 25 TiH, a pa3mep LTR-
OT HECKOJIbKUX COT€H MH J0 Heckoibkux THH. LTR orpanuwyensl uHBep-
TUupoBaHHBIMU JuHyKiIeoTuaamMu TG/CA u conmepx’aT mpoMOTOP C SHXAHCEPOM, a
TaKKe cauT nonuaaeHuiupoBanusa. [Ipm uHterpanuum LTR perpoTpaHCio3oHbI

oOpasyroT nyrumkaiuio cata-mumenn (TSD) mnmunHol 4-6 mH. BHyTpeHHss
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obmacte LTR perporpanno3onoB comepxkut 2 OPC: GAG- myis CTpyKTypHOTO
Oenka BUpyconoAoOHbIX wactul, u  POL, komupyrolnyr acrnaparuiHOBYIO
nporennasy (PR), ooparnyro tpanckpunrasy (RT), PHK-a3y H (RH) u unTterpasy
(INT) (Puc. 10). LTR peTpoTpaHCIO30HBI TaKXe COAEPIKAT CIEIHAIbHbIC
CUTHAJIBI I YIAKOBKH, AUMEpU3AIUU, OOpaTHOM TPAHCKPUIILIMUA U UHTETPALIUH.
Pactenuss ¢ GonplIMMU TeHOMaMM, TaKHE Kak: KyKypy3a, MIICHHIA, SUYMEHb,
MOTYT cojiepkaTh Thicssuu ceMelcTB LTR-perpoTpancnozonoB. OaHako B KaXI0M
T€HOME OCHOBHYIO MaccCy aucreprupoBaHHbix noBTopoB JIHK cocraBmisror, kak
MPaBUIIO, HECKOJIBKO MJIH JIaXK€ OJTHO CEMEMCTBO PETPOTPAHCIIO30HOB, HAIPHUMED,
BARE1 y sumens (Vicient et al., 1999), Opie y xykypy3sl (SanMiguel et al.,
1998).

B mHacrosmuii MOMEHT HET TOYHBIX JaHHBIX O cojepxkanud LINE-
AJIEMEHTOB B T€HOMAaxX PACTeHHH M3-3a CIOKHOCTH MX HJCHTHU(HUKAIMHU, OJTHAKO,
M0 BUJUMOMY, OHU COCTABJISIFOT TOPA3/[0 MEHBIIYIO YaCcTh T€HOMA B CPABHEHHH C
LTR perporpancnozonamu (CepreeBa u Canuna, 2011). Beigensitor nsth
ocHOBHBIX cyrepcemeiictB: R2, L1, RTE, | u Jockey. Apronomusie LINE
3JIEMEHTBI KOAMPYIOT, 1m0 MeHbliei mepe, RT u snmonykneasy (EN) B omHoi
pamke cunthiBanusi (POL), HeoOxomumblie mis tpancrmosuimu (Ostertag and
Kazazian, 2005) (Puc. 10). Y nekoropsix npencrasureieii LINE BeisiBiena GAG-
nono6Hass ORC ¢ 5'-konna or POL, onnako, ee dbyHKIUS elie HE sSCHA. XOTs
LINE u o6pasytor TSD B pe3ynbpTaTe TpaHCHO3ULUHU, PEAYLUPOBAHHBIE O'-KOHIIbI
JeNal0T WX CIOKHBIMHU ISl OTpefeNieHus. Pemaykmwsi, BO3MOXHO, SIBIISIETCS
pPE3yNbTaTOM MPEXKACBPEMEHHOM TepMUHAIIMKA 00paTHOM TpaHckpumnimu (Petrov
and Hartl, 1998). Ha 3'-xonme LINE w™oryr coxepxars monu(A)-XBOCT,
TaHJEMHBIN MOBTOp win A-Ooratbiii paiton. Takum oOpasom, LINE smemenTts
Oonee pa3zHOOOpa3HBI MO cBoel cTpykrype, yemM LTR perporpancmnoszonsr. K
HauOoJnee u3BecTHbIM pactuTeabHbIM LINE snemenTam otHocaTCs npencraBurenu
cynepcemeiicts L1 u RTE (Zupunski et al., 2001).

B kauectBe cnenuduyeckux MpeacTaBUTENEN Kilacca pPeTpOTPaHCIIO30HOB

HegaBHO Obuin omucanbl DIRS-mmomoOnbie smementh (Goodwin and Poulter,
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2004). DTu >nmeMeHTHI COAEPIKAT TeH TUPO3WHOBON PEKOMOWHA3BI BMECTO TeHa
uHTerpassl u He o0pazyror TSD. WX KOHIBI HMMEIOT CXOACTBO C
HECUMMETPUYHBIMU TPSIMBIMA ~ WJIM WHBEPTUPOBAHHBIMU MOBTOpPaMH. OTH
OCOOEHHOCTH YKa3bIBaIOT HAa OCOOBIM MEXaHW3M HWHTErpalH, OTIWYHBIA OT
takoBoro y LTR-perporpancnozonoB u LINE anementoB. Tem He MeHee, n3-3a
Hanmnuusa RT oM oTHECeHBI K peTpoTpancno3oHaM. [IpencraBurenu 3Ton rpymniibl
OOHapy>KeHbl B pa3IMYHBIX BHUJAX: OT 3€JEHBIX BOJOPOCIECH M TPUOOB 110
miekonrraromux (Goodwin and Poulter, 2004).

SINE »snemenTsl (opMalbHO OTHECEHBI K Kiaccy 1, XOTs WMEIOT Ipyroe
OPOUCXOXKJIECHUE.  ODTO HEAaBTOHOMHBIE D3JIEMEHTbl, HO OHU HE SIBIISIFOTCS
JCJIEIMOHHBIMU TIPOU3BOIHBIMH JPYTUX PETPOTPAHCIO30HOB. B oTimume oT
PETPONPOIIECCUPOBAHHBIX TICEBJOI€HOB, OHM COJAEpXKAT BHYTPEHHHUI MPOMOTOP.
SINE sneMeHTHI IepeMeniaroTcsl MacCuBHO, MO/ ACHCTBUEM OEMKOBBIX (PaKTOPOB,
koaupyembix LINE snemenTamu (RT) (Kramerov and Vassetzky, 2005; Kajikawa
and Okada, 2002). Inuna SINE snementoB cocrasisier 80-500 mH. OHE 00pa3yroT
TSD (5-15 mH). «T"onoBa» win nepeanss 4actb SINE comepkut mpomortop st
PHK mnomumepasst Il u ompenenser cymepcemeiictBo SINE »snementa, B
3aBucuMocTH ot ero npoucxoxaeHus: TPHK, 7SL PHK u 5S PHK. Buyrpennue
paionbl SINE »snementoB (50-200 mnH) cemelcTBO-cielIM(UUHBI W HUMEIOT
pa3IMyHOE MPOUCXOXKIEHUE, HHOTAA MOTYT OBITh Pe3ylbTaTOM JUMEPU3ALNU UITU
tpumepuzauuu SINE snementoB. Mctounuk 3'-pailoHa 0OBIYHO HesCeH (MHOTIA
510 ykopoueHHbIH LINE-3nement). On moxker 6biTb AT-00ratbim, conepxarb 3-
S-IIH TaHJEeMHbIE MOBTOPHI WK coaepkaTh mouu(T)-XBOCT, CUrHaN TepMUHALUU

(Kramerov and Vassetzky, 2005).

Knacc I, IHK mpancno3zonwi

JIHK TpaHCIO30HBI, KaK M PETPOTPAHCIIO30HBI, OOHAPYKEHBI IOYTH y BCEX
9ykapuoT. OHM OOBIYHO MPEACTABICHBI B HEOOIBIIOM KOJMYECTBE, TEM HE MEHEE,
HEKOTOphIe, Kak Harnpumep, Pogo-Fotl (Daboussi and Capy, 2003) y rpuboB uiu

CACTA y mmenunsl (Wicker et al., 2003) pacmpoctpanuiuchk 6ojee yCHenrHo.
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Knace Il comepxut nBa moakiacca: MEpBBI OOBEAMHSIET SJEMEHTHI, KOTOPHIE
NEPEeMENIAIOTCS €  TOMOIIBIO  KJIACCMYECKOTO  MEXaHHM3Ma  «BbIpE3aHUs—
BCTpauBaHUs» C oOpa3oBaHueM JByxuenodeyHoro paspeiBa J[HK, a BTopoii
MOJIKJIACC UCHOJIB3YeT IS TEpPeMEIICHUS MEXaHHU3M «KATSIIEerocs KOJbILa»
(Cepreesa u Canuna, 2011).

[Toakmacc 1 comepkuT KIacCHYEeCKNE MOOMIIBLHBIE YJIEMEHTHI, XapaKTepU3yro-
mMecss HaJIMYMEM KOHIIEBBIX MHBEpTHpoBaHHBIX MOBTOpOB (TIR) BapmaGenbHOU
mmabl  (Puc. 10). TpaHcmosuiuss OCYIIECTBISETCA C IOMOIIbI0  Oeika
TpPAHCIIO3a3bl, KOTOPBI Yy3HAET KOHIIEBbIE WHBEPTUPOBAHHBIC TOBTOPHI U
paspe3aer oOe 1menu Ha o0Ooux KoHmax »yemeHta. [|IR-coxepxkamue JIHK
TPAHCIIO30HBI MpejAcTaBlieHbl HajgcemerictBamu  hAT, Tc-Mariner, Mutator
(MULU), P, PIF-Harbinger u CACTA (Wicker et al., 2007). Haubosnee noapo0OHo
n3ydeHnbie hAT-cemelicTBa- AC-DS- a5eMeHTBI KyKypy3bl 1 Tam3 JIbBUHOTO 3¢Ba
(Rubin et al., 2001). Cymnepcemeiicteo PIF-Harbinger mnpeanouyturensHo
BcTpauBaercs psaioM ¢ TAA-MoTHBOM. DT MOOUIIBHBIE JIEMEHTHI COJIEPKaT JIBE
OPC: ogna xoaupyet JAHK-cBs3biBatonuii 0enok, npyras — Tpancnosasy (Jurka
and Kapitonov, 2001).

CACTA->neMeHTbl UMEIOT XAPAKTEPHYIO CTPYKTYPHYIO YEpPTY: HA BHEUIHUX
koHuax TIR mpucyrctByetr koHcepBatuBHBIM MOTUB CACTA. Haubosnee xopoio
n3yueHHbIM siBiisieTcsi CACTA-TpaHcno3oH ceMeiicTBa Spm (Suppressor-Mutator)
kykypy3bl (Frey et al., 1990). Unenwst cynepcemeirictrea CACTA  HecyT
tpaHcno3azdy U OPC c neusBectHoi ¢yHkuuen. Y pacrenuid kopotkue TIR
orpannueHbl BbICOKOKOHCepBaTUBHbIMU CACTA- (unorna- CACTG)-MmoTuBamMu
u ¢uankupoBanbl TSD mgnunoit 3 mH (Ta6n. 1). TIR oObluHO ¢raHKUPYIOT
CJIO’KHBIE MaCCHBBI CyOTepMHHAIBHBIX TOBTOPOB (Wicker et al., 2003).

K moakmaccy 1 npuHamJIeKUT MHOTOYMCICHHAsT W TETEPOTE€HHAsl TpyIina
HeaBTOHOMHBIX 3emenToB MITE (Miniature Inverted-Repeat Transposable
Element) (Cepreesa u Camuna, 2011). DTu 31eMEHTBI HUMEIOT pasMep OT
HECKOJIBKUX JIECATKOB J0 HECKOIbKUX coTeH nH. Paszmep TIR Becbma Bapuabenen

U COCTABJISIET OT HECKOJBKUX JIECATKOB J1I0 HECKOIbKUX coTeH mH. MITE aimemeHnTsI
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oopazytor TSD pgmunoit  9-11 mnH. OcHOBBIBasiCb Ha  HYKJICOTHUAHOM
nocienoBatenbHocTd TIR, MITE pa3zaensior Ha nBa OoJbIIMX HaJceMEHCTBa:
Stowaway-niogo6nbie 1 Tourist-mogo0HBIE 3JeMEHTHL. B reHomMax pacTeHHid 3TH
DJIEMEHTBI YACTO PACIOJIOKEHBI psgioM ¢ reHamu (Bureau, Wessler, 1992; 1994).

[loaknacc 2 colmepXUT MOOWIbHBIE 3JIEMEHTHI, MPOLECC TPAHCHO3UIUU
KOTOPBIX BJICUET 3a COOOW pEeruIMKaIuio 0e3 JBYHUTEBBIX Pa3phIBOB, YEM PE3KO
OTJIMYAETCS OT Mojkjacca 1. DTM MOOWIIbHBIE JIEMEHTHI MEPEMENIAOTCS MyTeM
PEIUIMKAIAN, TTPUBOIAIICH K IMEPEMEIIEHUI0 TOIBKO OgHOM mernu. C moaKiIaccoM
I ux cBsa3bIBaeT TONBKO mnpu3Hak otTcyrcTBUs PHK-unTEepmMenmaroB, HO He
Hannure oommx npeakos (Wicker et al., 2007). IToakmace 2 B reHOMaxX pacTeHUi
MpEeJICTaBJICH dJIeMEHTaMHu cynepcemeiicTBa Helitron, koTopsie XOpomio omucaHbl
B reHome Kykypysbl (Kapitonov and Jurka, 2001). KoHIibl 3THX 3J€MEHTOB HE
cogepxkar TIR, Ho wumeror TC wmum CTRR wmotuBwel (rme R — mnypun).
ABToHOMHBIE 3neMeHThl Helitron komupyroT THPO3WHOBYIO peKOoMOMHA3y Y2-
TUTIA C TEJIUKA3HbIM JOMEHOM U CIIOCOOHOCTHIO K HWHUIIMAIIMU DPETUIUKAIUH.
Takke OHM MOTYT KOJIMpOBaTh O€KW, CBsi3bIBarolue onaHouenodeunyro JIHK,
win npyrue Oenku (Kapitonov and Jurka, 2001). JIroGombITHO, YTO MHOTHE
Helitron-siemeHTB HECYT Clay4YalHO 3axBavyeHHBbIC (PPArMEHTHI T'€HOB XO3sAHHA.
XOTs 3T MOOWIIBHBIE 3JIEMEHTHI ObLUTA OMKMCAHBI B OCHOBHOM JIJISI PACTCHHM, OHH
TaKXXe HalIeHbl y )KUBOTHBIX U rpru0OoB (Poulter and Goodwin, 2005).

Hekoropsie rpynmel JIHK-TpaHCIIO30HOB OCTarOTCs HEKJIAcCU(DPUIIMPOBAH-
HBIMHM, TIOCKOJIBKY JIJI1 HHX M3BECTHBI  IIOCJICIOBATECILHOCTH  TOJIBKO
HEABTOHOMHBIX BapHaHTOB. TaKyl TPYIIy MaJOU3YYeHHBIX MO TpencTaBlsiOT
Foldback- FB- smeMeHThI, CXOmHBIC C OXHOMMEHHBIM 3JeMeHTOM Drosophila
melanogaster. Otu 31eMeHThI IPEACTABACHBI B ITUPOKOM PSIIy OPraHU3MOB, B TOM
yrcae W pacteHuii- y puca Oryza sativa, Arabidopsis thaliana, pxwu Secale

cereale, macienoBsix Solanaceae (Feschotte and Pritham, 2007).
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Ta6a. 1 Knaccudukarysi MOOMIIBHBIX JIEMEHTOB M UX PACIPOCTPAHEHHOCTD Y

pasHbIX Tpym opranu3mMoB (mo Wicker et al., 2007).

Kaaccnpuxanus TR
ITopsanox nyepceMe Crpyxrypa TS HHEHHOCTh
HCTBO
Knacc 1 — peTpoTrpaHCnio30HBI
Lil Copia —{eac AP NT RT_RH}—> 46  PIMO
Gypsy —{eac AP RT__RH_WNT]—> 46 P.[,MO
Bel-Pao  —[[GAGTAF T RTRHINT—> 46 M
Retrovirus ——[{GACCAP T RIRAINT EW I—> 46 M
ERV —{CA A TR RATINT EW]— 46 M
DRS  DIRS  >—|GAG AP RTRRVR] — o nrMO
Ngaro —EAR R RV ——>—> 0 M, T
VIPER  — G R RV ——>——> 0 0
PLE Penelope <—)—_—> Bap. P,I''M, O
LNE  R2 G Y
RTE — e RT - map. M
Jockey —orer M A RT map. M
L1 —{orer M A RT sap.  P,T,M,0
| S o S R oY
SINE tRNA - - Bap. P, M
7SL S s s E Bap. P.T,M
5S r . Bap. M, O
Knacc 2 — JIHK-tpancnozonsl. [Tonkmace 1
TIR Tel- — e — TA P,I, M, O
Mariner 1 Tae <
hAT 8 P,I,M, O
Mutator T Tae < 911  P,I,M,0
Merlin —{ Tae < 8-9 M, O
Transib —{ Tawe < 5 M, T
P — T 8 P, M
PiggyBac  —{Tae ——~ TTA M0
PIF 1 Tee’ ' ore2 < 3 P,T,M,0
Harbinger
cacta LT HTTORE T —— 23 PLM
Crypton Crypton —{— v+ 0 r
Kiacec 2 — JJHK-tpancno3ons!. ITonkmace 2
Helitron Helitron  —{ o RPA el — 0 P,T,M
Maverick  Maverick  >—{TTCINT T HITATR [ Cvp HTPOIB < 6 .M, 0
— LTR, AMHHLET KOHITeROH [TOBTOP; - KOAHPYIOIas oGnacTs; — HeKOJHpYIOIIas oGnacTh;
»—— —— TIR, KOHIIeEbIe HHP ¢PTHPOEAHHEIE TTORT OPEL
[ AHMarHOCTHYECKHE 0COOEHHOCTH B HeKOAHpYyIomleH oOnacTH;
—— patioH, cofep:kalHH oXHY HITH Goflee JormorHHTeNEHYI0 ORF;
AP — acriaparHHORas NIpoTeasa; RPA — perrTHKaTHBHBIH 010K A (TQIBKO ¥ PacTeHHH);
ENV — Gerok o8anoHkH; YR — THPO3HHOBAS PeKOMOHHA34,;
POL B — IHK-no/mmMepasa B; C-INT — C-HHTerpasa;
Tase — TpaHcriozasa { - ¢ DDE-MoTHEOM); CYP — LHCTEHHOB S [IPOT €234,
APE — anypHHOBAS SHAOHYKIT€a3a; ORF — OTKpbITas1 paMKa CHHThIBAHHS ¢ HEH3BeCTHOH
GAG — KancHHBIH Gemok; P yHKLHCH:
RH —PHK-a3a H; RT — oOparHast TPaHCKpHITTaza,
ATP —ymaxopo4Hat AT®-aza; Y2 — YR ¢ YY-MOTHBOM;
HEL - remmikasa; EN — sHIoHyKTeasa.
P — pacrenud;, I — rpuder, M — Metazoa, O — ocTalbHbIe 0PraHH3MBL
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1.2.2. XpoMocoMHasi OpraHu3anys reHoMa BbICIIMX PACTeHU

Pa3zmep XpomMocoMbl fBISIETCS CIEUU(PUUECKON XapaKTEPUCTUKON KaxkI0ro
Busa. OTaEIbHBIE XPOMOCOMBI MOTYT COAEpKaTh OT MeHee ueM 20 MiH 10 6osee
yem 900 Mnu JIHK B kaxknoi xpomaruae u ecii HuTh JJTHK pacnpsimuts, TO ee
nojHas JuyiMHa coctaBisuia Ol 7-300 MM (Heslop-Harrison and Schwarzacher,
2011). Monekyna JIHK TecHO cBs3aHa C SAEpPHBIMU OEIKAMU-TUCTOHAMM; YYACTOK
JHK nnmunoit 146 mH aBaxkabpl 000payuBaeTcs BOKPYT OKTaMEpPHOTO KOMILIEKca
T'HCTOHOB-HYKJICOCOMBI, BKITIOYAOIIETO YEThIpe pa3auuHbIX ructoHa: H2a, H2Db,
H3 u H4 (Teiid wm np., 2011). IIpomexyrox JHK wmexay oTaenbHbIMU
Hykiaeocomamu anuHor 10-100 oH cBs3aH ¢ Mmosnekynoit ructona H1 (cneiicepHslit
TUCTOH). 3a  TOCHeqHEee  JIeCATWIETHE  HAKONWJIOCh  MHOTO  JIAHHBIX,
JEMOHCTPUPYIOIIMX Ba)XHYIO pOJb THCTOHOB B pPEryJsiILUA TIE€HETUYECKON
AKCIPECCUU U MOKAa3aHO, YTO ATU OEJNKU MOABEPraroTCsi MHOTOYMCICHHBIM MOCT-
TPaHCISILIMOHHBIM  MoAH(UKauusM  (METUJIMPOBaHWE,  allETHJIMPOBAHUE,
dochopunupoBanue U Ap.), BIUSIOIMIUM Ha CTPYKTYpYy XpPOMAaTHHA, a 3HAYUT U
s dexktuBHOCTS TpaHckpuruu reHoB (Martin and Zhang, 2005; Kouzarides,
2007). YnakoBka nBoitHo# crimpanu JIHK B HyKJI€0OCOMBI- TIEpBUYHBINH YPOBEHb,
Ha OCHOBE KOTOPOro (GOpMHUPYIOTCS YPOBHH YIIAaKOBKHU (BOJIOKHA) 00Jie€ BBICOKOTO
nopsika: BropuuHble, Tpetnunbie U T4 (Fransz and deJong, 2011). B HacTosmuii
MOMEHT HE SICHO- Kak (POPMHUPYIOTCSI 3TH YPOBHHU, COOTBETCTBYET JIM CTPYKTYpa
XpOMaTMHa TOCNE Pa3IMYHbBIX OOpabOTOK HATUBHOM CTPYKTYpe U KaKue
NOCJIECTBUA JJIsl  PEIUIMKAlWK, TPAHCKPUIUU U JIPYTUX TIE€HETUYECKUX
IIPOLIECCOB UMEIOT T€ UM MHBbIE ypoBHU yKianaku JJHK.

VY OOonbIIMHCTBA BHUJOB XPOMOCOMBI MMEIOT TPU OCHOBHBIE CTPYKTYpPHBIE
OCOOCHHOCTH, BHUIMMBIE ILMTOJOTMYECKU: TEJIOMEpPhl HAa KOHIAX XpOMOCOM,
LEHTPOMEpa WM NEPBUYHAS NEPETSHDKKA My HEKOTOPBIX XPOMOCOM BHYTPHU
OTZIETILHOTO Ha0opa- BTOpPHYHAsA MEPETSHKKA B SIPBIIIKO-00pa3yroleM paioHe
(NOR) (Puc. 11). Ilo mOIOXKEHHIO TMEPBUYHON MEPETHKKH — Pa3IHYaroT

MCTAUCHTPHUYCCKHUC, TCIOLUCHTPUYCCKHEC MW AKPOLHCHTPHYCCKHE XPOMOCOMBI.
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HaGop xpomocoM Buaa, paclpelIeslieHHbIX B 3aBUCHUMOCTH OT pa3Mmepa

(pu3nueckoi JIMHBI) U MO3UIUHU IIEHTPOMEPHI Ha3bIBACTCS KAPUOTHUIIOM.

1.2.2.1. Tenromepovt u cyomenomepmusle paiioHul
TemomepHbIe y9acTKH XpPOMOCOM XapaKTEPU3YIOTCS OTCYTCTBHEM CIIOCOOHOCTH K
COCIUHEHHUIO C JPYTMMH XPOMOCOMaMH WM MX (parMeHTaMHU W BBIIOJHSIOT
(YHKIIMIO 3alIUThl XPOMOCOMBI OT JAerpaganuu. Y OOJBIIMHCTBA DYKAPUOT
TEJIOMEPBI COCTOAT U3 CHEHUAIM3UPOBAHHOM JMHEWHOW XpomocomHou JIHK,
COCTOSIIE W3 KOPOTKMX TAaHJIEMHBIX TIOBTOPOB. B TelOMEpHBIX y4acTKax
xpomocom JIHK BMecTe co cnenu@uuecku CBSI3BIBAIOLIUMUCS C TEIOMEPHBIMU
JHK-nmoBropamu  Oenkamu  00pa3yeT  HYKICONPOTEUIHBIA  KOMILIEKC-
KOHCTUTYTUBHBIA (CTPYKTYPHBIN) TEIOMEpPHBIH TeTepoXpoMaTHH. TelomepHble
MOBTOPHl BEChbMa KOHCEPBATHMBHBI, HANpUMEp, MOBTOPHI BCEX MMO3BOHOYHBIX
coctosT u3 mectd HykiaeotnaoB TTAGGG, moBTOphl Bcex HacekoMbIx- T TAGG,
noBTopsl OoubiHCTBA pactenuii- TTTAGGG (Sykorova et al., 2003a; 2003Db).
bbuto ycTaHOBJIEHO, YTO KpPUTHUECKas [JIMHA YEIOBEYECKOW TEIOMEpHI, IpH
KOTOPO XPOMOCOMBI HAYMHAIOT COEIUHATHCSA APYr C APYroMm, cocrtaBiser 12,8
TenomepHbiX ToBTOpoB (Capper et al.,, 2007). Ha MomeabHOM pacTUTEILHOM
oobekre A.thaliana OO0 MOKa3aHO, YTO pEIUIMKAIMS TEJIOMEPHBIX KOHIIOB,
Hecymux moBTop (TTTAGGG), mnNpoMcXoguT HE MOJYKOHCEPBATHBHBIM
criocoboM, kak y octanbHoi JIHK, a ¢ yuactrem dpepmenta tenomepasnl (Richards
and Ausubel, 1988). lauusiii hepMeHT npu nomMoliu cooctBennoit PHK-Matpuiibt
JOCTpauBaeT TEJIOMEPHBIE MOBTOPHI U Y/UIMHSAET TEIIOMEPhI, YKOPAUUBAIOIIIHECS C
KaXKJIbIM KJIETOUHBIM IIMKJIOM B pe3ynbrare Hepoperumkanuu (Fajkus et al., 2005;
Watson and Riha, 2010). Yka3aHHbIiI MeXaHU3M OOYCIIABIMBACT BapUAOCIbHOCTh
Yyclia KOMUW TEJIOMEPHBIX MOBTOPOB HE TOJBKO MEXKAY BUIAMHU, HO M MEXIY
pa3IMYHBIMH KJICTKAMHU M XPOMOCOMaMHU BHYTpHU OJHOTO sijipa (Schwarzacher and
Heslop-Harrison, 1991).

CyOrenoMepHbIe yYacTKH XPOMOCOM TPUMBIKAIOT K TeloMmepaMm, |

BBITIOJHSIOT PSII BXKHBIX (DYHKIIMI: OTBEYAIOT 32 MO3UIMOHUPOBAHUE XPOMOCOM
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B UHTepda3e, OKa3hIBAIOT BIUSHIE HA UX MOBEJICHHE B MUTO3e U Meiio3e (Louis,
1995; Feldman et al., 1997). Ha Hacrosiinuii MOMEHT JI€TaJbHO OXapaKTepH30BaHa
CTPYKTypa CyOTeJIOMEpHBIX y4acTKoB xpomocom puca Oryza sativa (Yang et al
2005), mmennmnsl (Salina et al., 2006; Sergeeva et al 2010) u A. thaliana (Kuo et al
2006). Cy0TenomepHble pallOHbI XPOMOCOM 3THUX BHUJIOB UMEIOT PSJl XapaKTEPHBIX
OCOOEHHOCTEHW, TaKMX KaK HaJIAYMe MHOXXECTBEHHBIX CETMEHTAIBHBIX
OYTUTAKAIF, MPUCYTCTBUE XPOMOCOM- CIEHU(PUYHBIX TAHJIEMHBIX MOBTOPOB U
MOOMIIBHBIX 3JIEMEHTOB, a Tak)Ke TeHOB. UTo KacaeTcst BUIOB 371akoBEIX (Poaceae),
TO y HHX CyOTeIIOMEpHBIC pPalOHBI COACPIKAT PA3TUYHBIC CEMEHCTBA BBICOKO-
noBTopsmonmxcs TaHAaemMHbix noBTopoB JIHK, koropeie wacto sBisArOTCS
BHJIOCTICITU(DUIHBIMH W TEHOM-CHEIM(UIHBIMA B JIOTIOJIUIUIONIHOM TE€HOME
(Jones and Flavell, 1982; Ohtsubo et al., 1991; Wu and Tanksley, 1993; Vershinin
et al., 1995; Salina et al., 2006). DT MOBTOPHI YEpPEAYIOTCS C IUCHEPCHBIMU
VHUKQJIbHBIMU M HHM3KO-KOMUWHBIMU TiocieaoBaTenbHocTsiMu  JIHK, oOpazys

cnenuduuHble KOMOMHAIIMM Ha KoOHIax XpomocoM (Sykorova et al., 2003;

Alkhimova et al., 2004).

KopoTtkoe nmeuo JUmTHHOE 1I1e40
A

A
-~ ~N ~~

}XPOMEITMBI

Tesromepa NOR TlenTpomepa Tesromepa

BTOPpHYHAH mepBEHYHAA
MnmepeTsakRa mepeTarKa

XpoMOCOMHbIE paliioHbI: TlepuueHTpHueckiii  MHTeprkamsapHeid  CyOTenOMERPHbIH
(TTepHLIEHTPOMEPHBIH) HMHTEP CTHLIHANBHBIHA TepMHHAIBHBIA
raparieHTpHY eCKHH
(MapaLeHTPOMEPHBIH)

Puc. 11 Cxema opranusanuu metadasHoit xpomocomsl pactenuit (mo Heslop-Harrison
and Schwarzacher, 2011).

PaiioHbl _3YXpOMaTHHA- CBETJIO-CEpPhIE€ IIOJIOCHI; HMMEIOT MOBBIIIEHHYIO YacTOTYy
peKoMOMHAIMI B X0/1€ Melo3a U o0oramieHbl TPAHCKPUIIIIMOHHO-AKTUBHBIMU T'€HAMU,
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KOTOpBIE TIEPEMEXKAIOTCI C MOOWIBHBIMH JTUCIIEPIHPOBAHHBIMH TE€HETHUYECKUMHU
AIIEMEHTAMH.

PaiioHbl reTepoOXpoMAaTHHA- KpAaCHbIE M 3€JI€HbIE II0JIOCHI, OOOTaIIeHbl BBICOKO-
MOBTOPSIOLIUMUCS TaHAEMHBIMU TocienoBaTenbHocTsIMUA JIHK 1 nHOrIa MOOMIBHBIMU
JIIEMEHTAMHM; XapaKTePHO OTCYTCTBHE PEKOMOWHAIMA W HU3KOE COJCpKAaHHE T'CHOB,
KOTOPBIE 3a4aCTYI0 TPAHCKPUIIIIMOHHO-HEAKTHUBHBI.

NOR- pajioH sApBIIIKOBOIO OPTaHU3aTOPa; COAEPIKUT ATUHHBIEC PSAIbI TOBTOPSIOLIUXCS
reHoB, koaumpyrommx 18S-5.85-26S cyoweaununmsl pudocomansHoit PHK (pPHK) m
pa3feneHHBIX MEXTICHHBIMH CIieiicepaMu. BOJNBIIMHCTBO T€HOMOB HMMEIOT HECKOJIBKO
kpynHubix 1 MuHOpHBIX pJIHK noxycoB. B unTepdaznom sape 3Tu J1oKychl 00pa3yroT
anpeiiky, Omaronmapsi skcrnpeccun pPHK renoB; B MetadasHbIX XpoMOCOMax OHH
IIUTOJIOTHYECKA BHUIHBI KaK BTOPHYHBIC TEPETSDKKH W3-3a JCKOHJICHCHPOBAHHOTO
COCTOSIHUSI.

CyOTeioMepHbIE WU  TEIOMEP-aCCOIMUPOBaHHbIE MocienoBaTenbHocTH  (TAS;
telomere associated sequences) OOBIYHO TIPEACTABICHBI JJTUHHBIMH TaHICMHBIMHU
MOBTOPAMHU, KOTOPHIE SBIISTFOTCS BUO- M 3a9aCTYI0 XPOMOCOM-CIICITU(DUIHBIMH.
TesioMepbI- psabl KOPOTKUX KOHCepBAaTUBHBIX MOBTOPOB (TTTAGGG),; HE0OX0IUMBI
JUTSL CTAa0MIIM3AIMH U PETUTHKAIIUU KOHIIOB XPOMOCOM.

LlenTpoMepa- Ha LUTOJOTHMYECKHUX Tpenaparax BHIHA KaK MEPETsHKKA WA MIETb,
paznensonias ABa rieda XpoMocoMbl. B Xoze aeneHus accouupyercsi ¢ KHHETOXOPOM,
K KOTOPOMY TMPUKPEIUISIOTCS  MHUKPOTPYOOUKM  BepeTeHa.  XapaKTepHu3yeTcs
cnenuuyeckumMu  neHtpoMmepHbiMu  ructoHamu.  JIHK  mocnepoBarensHOCTH
LEHTPOMEPHI HE SIBIISIFOTCS KOHCEPBATUBHBIMU. PalioH ¢ 000MX CTOPOH MpHJIETalouil K
LEHTpOMEpEe- MapaleHTPOMEPHBII COACPKUT JUIMHHBIE PSAbI TaHIEMHBIX OBTOPOB U
MOOMJIbHBIE 3JIEMEHTHI.

1.2.2.2. Ilenmpomepa

[leHTpOMEpBI- 3TO XPOMOCOMHBIE CTPYKTYPBI, OTBETCTBEHHBIE 32 HAIIPaBICHUE
JBKEHUST XPOMOCOM BO BpeMsi mutTo3a. K GyHKIUSIM IIEHTpOMEp OTHOCATCS
aare3us CECTPUHCKUX XpomaTuja, oOpa3oBaHME KHUHETOXOpa, CIaphBaHHE
TOMOJIOTUYHBIX XpoMOcoM. LleHTpoMepsl y OOJIBIIMHCTBA PACTEHUN COAEpKAT
NpOTsDKEHHBIE psabpl TaHneMHBIX moBTopoB (Maluszynska and Heslop-Harrison,
1991; Brandes et al., 1997; Heslop-Harrison et al., 1999), a Taxxe mociieoBareiib-
Hoctu perpotpancrno3oHos (Gindullis et al., 2001; Wolfgruber et al., 2009). Bsiio
MOKa3aHO TPHCYTCTBHE B IIEHTPOMEPAX aKTHBHO-TPAHCKPUOUPYEMBIX T'EHOB
(Jiang et al.,, 2003; Yan et al.,, 2006; Mutti et al., 2010). Hecmorpst Ha
KOHCEPBAaTHMBHOCTh OCJIKOB KHHETOXOpa, a Takke ructona H3 (CenH3),
BXOJISIIIIETO B COCTaB CHEIM(PUIECCKON HYKIECOMHOW CTPYKTYpPBI IIEHTPOMEPHI B

Mmetadasze, noBTopstonrecs nocienoBarenbuoct JJHK B nentpomepnom paiione
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BBICOKO- BapuaOelbHbl MeXIy pasnmuuabivu Bugamu (Ma et al., 2004). Beuio

YCTaHOBJIEHO, YTO B OCHOBE (POPMUPOBAHUS U (PYHKIUU AKTHUBHBIX LIEHTPOMED

JISKUT MUTCHETHYECKU MEXaHU3M, HE3aBUCUMBIN OT nociienoBarenbHocTy JIHK

(Puc. 12) (Jiang et al., 2003; Carroll and Straight, 2005; Morris and Moazed,

2007).
A iPHK Cent3
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Puc. 12 ®opmupoBanue ©u TOA-
NEpKAaHUE LIEHTPOMEPHI Y APOAKEN
(Morris and Moazed, 2007).

(A) Hensmmecss TpoXxKU UMEIOT J1Ba
CaMOBOCIIPOM3BOAMMBIX XPOMAaTHUHO-
BBIX JJOMEHA B PallOHE LIEHTPOMEPHI:
NEPULIEHTPUYECKUI TeTEPOXPOMATHH
(H3K9-MeTunupoBaHHbIE  THCTOHBI,
H3K9Me) wu CenH3-conepxarniuit
ueHTpomepHsli  xpomatuH (H3K4-
METUJIMPOBAHHBIE TUCTOHBI,
H3K4Me). IlepBb1it JIOMEH
o0ecreuynBaeT CUTHAIBl COOPKU JUIs
dopmHpoBaHUS LIEHTPOMEDPBI,
KOTOpbIE BKIIIOYaroT: Mexanu3m PHK-
MHIYLUHUPYEMOTO TPaHCKPUIILIMOHHOTO
caitnecunra (RITS), momudukanun
ructoHoB (H3K9Me), cneuunduyec-
kue Oenku (Swib wu cohesin) u/unu
TPAHCKPUIILIUIO T'€HOB T-PHK.
MyTtaruu B 6eskax TOro Wid APyroro
JIOMEHAa  HapylIaloT  M[PaBUIbHYIO
cerperainmi  XpoMoCOM,  OJHAaKo,
1oTepsl TeTEPOXpOMaTHHA HE BIIMSIET
Ha BkiroueHue CenH3 B dynkimo-
HUPYIOLIYIO [IEHTPOMEDY.

(b) [Be Mmonmenu BOCHPOU3BEACHUS
ctpyktypel CenH3 xpomatuHa B
coctaBe ueHtpomep: (1) cmydaitHoe
pacnpenenenue CenH3-conepxaiumx
HYKJIEOCOM B xoxme JHK-
pEIUIMKAIMN HAIpPaBJIeT BKIIOYEHUE
BHOBB-CUHTE3UPOBAHHBIX CenH3-
coaepxalmx HykieocoM, win (2)
ciydaitHoe pacnpeaenenne CenH3/
H4 numepoB HampaBisieT BKIIOYEHHE
BHOBb-cHHTe3upoBaHHbIX CenH3/H4
JTUMEPOB.
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Hapsiny ¢ MOHOUEHTPUYECKMMH LEHTPOMEPAMHM, IIUPOKO PpPaCHpOCTPAHEH-
HBIMH CpPE/IM PACTEHUM, ObUIM BBHISBIEHBI JBA HEKAHOHUYECKUX THUIIA LICHTPOMED.
Toueunass meHTpOMepa Yy THBHBIX JpoXoked Sacharomyces cerevisiae
npencrasiieHa nocnenoatenbHocThio JJHK mnunoi 125 mH, koTOpas conep ut
cnenu@uUecKkre CalThl CBS3bIBAHUS KHUHETOXOpa M HE HMEET Kakou-1rbo
rOMOJIOTHH C ILEHTpOMEpaMH XHBOTHBIX i pactenuit (Morris and Moazed,
2007). Bropoit HeKaHOHMYECKUM TUT IICHTPOMEPHI HE UMEET YETKOH JIOKaIUu3aIuu
Ha XpOMOCOME, OJHAKO, O0YyCIIaBIMBAET KOHTAKT C MUKPOTPYOOUKaMH HAa BCEM
MPOTSKEHUU XPOMOCOMBI (rosionieHTpuueckuit tum). IllecTs cemMelcTB BBICIIUX
pacTeHull (TpuU- OJAHOJOJIBHBIX M TPU- JBYAOJIBHBIX) UMEIOT TOJIONEHTPUYECKUE
xpomocoMbl. B ciiyuae oxwmku (pox Luzula) Owsuto mokazano, uto CenH3
Jokanmu3yercs 1o Beeit mmae xpomocoM (Nagaki et al., 2005). T'omonenTpryeckast
acconpaiys MHKpOTpyOodek Oblia oTmeueHa Takxke y Rhynchospora tenius
(2n=4; Cyperaceae) (Guerra et al., 2006). B 3ToM ceMeiCTBE YUCIO XPOMOCOM
BapeupyeT n0 2n=200, nmpuyem MHOTHE M3 HUX UMeT pasmep <10 MmH, yTo
MPEANOaraeT Mmpouecc XpoOMOCOMHON (pparMeHTaluy B X0OJ€ 3BOJIOLMHU. TeM He
MEHee, 3TH MHHHU-XPOMOCOMBI COXPaHUJIM CBOIO CIIOCOOHOCTh CErperupoBaTh BO

BPCMs KIICTOYHOI'O ACICHUA.

1.2.2.3. JIoKycel pubocomanvnpix 2eH06

Hapsiny ¢ mepBUYHOI MEpeTsHKKOM B 00JacTH LEHTpOMEpPBI, Y MeTada3Hoi
XPOMOCOMBI CYIICCTBYET BTOpPUYHAS IEPETHKKA B pallOHEe OpraHU3allud SIPHIIIKa
(NOR; nucleolar organizer region) (Puc. 11). OtoT paiioH COOTBETCTBYET caliTaM
JIOKaJIu3anuu TeHoB, koaupyronux pPHK, koTopas cuuTeiBaeTcst B BUIE €IMHOTO
TpaHckpunta ¢ Kodddumuentom ceaumentarmu  45S. Ora PHK  3artem
MO/IBEpraeTcs MporeccuHry ¢ oopazoanuem 18S, 5.8S u 26S cyobenunnir pPHK.
TannemHo-opranu3oBaHHble noBTopstommecs eauauubl  pJHK, Hapsamy c
nuctponoM 18S-5.8S5-26S pPHK coxpepxaT MeXreHHBIN criecepHBI paiioH, B
KOTOPOM JIOKAIM3yeTcsl CalT nHuimanuu tpanckpunuuu 115 PHK-nonumepassi |,

CalThl MHULMAIWK 1 TepmuHanmu Tpanckpunuuu pPHK u npyrue perynaropusie
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sanemenTsl (Puc. 13) (Gerlach and Bedbrook., 1979; Reeder, 1984; Vincentz and
Flavell, 1989). HerpanckpuOupyemsplii croeiicep COACPKUT TaKKe Pl
MOBTOPSIOININXCS HYKJICOTHIHBIX ITOCIENOBATEIBHOCTEH, TaK HAa3bIBAEMBIX CYyO-
noBTopoB A, B, C u D, npoTsHkKeHHOCTh U YUCIIO KOTOPBIX BAPBUPYET Y Pa3HbIX
BUJIOB pPACTEHUN; TMNpH ITOM BHYTPU OTIEIBHBIX KJIACTEPOB JJIMHA
MOBTOPSIIONICHCS SIMHUIBI, Kak MpaBwio, omuHakoBas (Appels and Dvorak,
1982a; 1982b; Flavell et al., 1986a). ¥V 3makoB TpuObl Triticeae umeercs
HECKOJIBKO AUCKpEeTHBIX JIOKycoB p/IHK, pacnosoxkeHHbIX Ha KOPOTKMX ILIeYax
xpoMocoM 1, 5 m 6, KaxAblii U3 KOTOPBIX cOmepkuT ~ 1200 moBTOpsronmxcs
enunut oM ~ 9 T (Flavell and O’Dell, 1976; Gerlach and Bedbrook, 1979).
VY apabunoncuca nokycel p/IHK pacmnonokeHsl Ha ABYX XpOMOCOMax C YUCIOM
konuit ~360 eguHUIY JIOKYC, YTO B CYMME COCTaBJISIET OKOJIO 5% Bcero reHoma
(Copenhaver and Pikaard, 1996; Heslop-Harrison and Maluszynska, 1994).

SAApBIIKKM HE UMEIOT COOCTBEHHON MEMOpaHHOM OOO0JIOYKH, OJHAKO XOPOIIO
pPa3IUYUMBbI B UHTEP(A3HOM sIIpe TIOJT CBETOBBIM M JIEKTPOHHBIM MHUKPOCKOIIOM.
B sanpeimke npoucxomut cunrte3 pPHK PHK nommmepaszont I, e€ nponeccunr u
cOopka pruOOCOMHBIX CYOBEIWHHUII B pe3yiabTare oobeauHenus 18S, 5.8S u 26S
pPHK ¢ 5S pPHK u pubocomansusiMu 6enkamu (Carmo-Fonseca et al., 2000). B
AJIPBIIIKE JIOKAJTU3YIOTCA O€K/, NPUHUMAIOLIME Yy4YacThe B ATUX IMpolleccax,
YacTh U3 KOTOPBIX HMEET CHEeHNU(PUYECKYI0 IMOCJIEI0BATEIbHOCTh- CHIHAI
sapeikoBor Jokanm3anuu (NoLS; Nucleolus Localization Signal) (cm. 0630p
Emmott and Hiscox, 2009). Cuneayer OTMETHTb, 4YTO camasi BBICOKas
KOHIICHTpaIusi Oellka B KJIETKE HaO0aeTCs WMEHHO B sIpbIMKax. B atux
CTPYKTypax ObLIO JIOKaTW30BaHO OKOJIO 600 BUIIOB pa3iuYHBIX OCIKOB, MPUUEM
CUHMTAETCs, YTO JHINb HEOOJbINas WX 4YacTh JEWCTBUTEIHLHO HEoOXoawma is
OCYIIECTBJICHUS  SIAPBIIIKOBBIX (YHKIHMM, a OCTaJbHBIE TMOMAIAl0T Tyna
Hecrieruduaecku (Emmott and Hiscox, 2009).

CymiecTByOT 0Ka3aTebCTBA, YTO TOMHMO CBOCH KOAUpPYIOMEH (yHKIINUH,

SAAPBIIIKHA IMPUHUMAIOT YYAaCTHUC B PCTyJIALIMKU KICTOYHOI'O HHKJIIA W KICTOYHOIO
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pocta u B orBere Ha crtpecc (Martindill and Riley, 2008; Mayer and Grummt

2005; Rubbi and Milner 2003; Emmott and Hiscox 2009).

Ioproparomadaca egunauia 455 pJIHK

B-nmoBTOopbl A-MOBTOPbI
vV £ i v
26 HIIL I 18s HsssH 26s
MekreHHbI# cneiicep leH
4-5TnH 5TnH

[ToBroparomagca exuHuma 35 p/IHK

1

=~ (IAHKHPYIONHE YACTH -7
leH MeskreHHbI CNENCEP leH
> > re—»
120 nH 200-400nH 120 nH

Puc. 13 Opraauzamnus pubocoMalbHBIX TeHOB, Koaupyomux 45S u 5S pPHK.

I'ensl, kogupyromme 5S cyowenunuiy pPHK, nokanuzoBansr otaensHo oT 45S
pPHK reHoB, HO UMEIOT TOT € MPUHILMI OpraHu3aluu. Y 3J1aKOB JIOKYCHI 35S
pPHK pacnonoxensl Ha xpomocomax | U 5 U comepkaT 10 HECKOJBKUX THICAY
€AVHML], KaX1asi U3 KOTOPBIX COCTOMT M3 KOHCEPBATUBHON KOAMPYIOUIEH 4YacTh
amuHor 120 mH W BapuaOenbHOTO HeTpaHcKpubOupyemoro creiicepa (Puc. 13)
(Appels et al., 1980). B renome Triticeae mpuCyTCTBYIOT JBa TMOACEMEHCTBA:
5SDna-1 u 5SDna2 ¢ gmunoit criericepor 200-349 u 350-380 1H, COOTBETCTBEHHO
(Gerlach and Dyer, 1980). Pasnuuus B pasmepe enunui; 5SS p/IHK oOycioBieHb
WHCEPIUSIMHU/ JENEeNUsIMU B CpeHEel moauMOp(HOM YacTH crielicepa, TOraa Kak

5’- u 3’-¢nanKupyroiue paiiOHbl TEHOB SBISIOTCS KOHCEPBATUBHBIMU U COACPKAT
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cat csa3biBanus PHK-momumepaser |1l w cailT TepMuHanMM, COOTBETCTBEHHO
(Appels et al., 1992). V nexoropsix BumoB Brachypodium Obuiun oOHapyKeHBI
O4YEHb KOPOTKHE crnercepbl 1uHOoM 30 mH, MO3TOMY MOKHO IIPEANOJIAraTh, YTO y
pacTeHHM 4acTh CIEHCEPHBIX TOceaoBaTeNbHOCTEH mimeHa Gynkmun (CoxX et
al., 1992).

Kak 45S pPHK, tak u 5S pPHK 5n0kycsl yacTo moBepraroTcsi peopraHu3aliu B
xone sBomonmu. Tak, y aByx skotumnoB A.thaliana (Landsberg u Columbia)
nokycel 5S pPHK pacrnonosxeHsl Ha pa3Hbix xpomocomax (Murata et al., 1997). V
3J1aKOB, Kak pasmep JokycoB pPHK, Tak m ux pacmnosioxkeHne Ha XpomMocoMax
CHJIbHO OTJIMYAIOTCS Jake MKy OnuskoponactBeHHbiMU Buaamu (Castilho and
Heslop-Harrison, 1995). CnexyeT OTMETHTB, YTO B TEX CIIy4asX, KOTJa W3BECTHBI
TEeHETUYECKUE KapThbl OOBEKTOB, M3MEHeHHe Jokanu3zauuu jokycoB pPHK He

CBS3aHO C IEPEHOCOM TIeHOB, (aaHKupyromux 3TH Jokycel (Dubcovsky and

Dvorak, 1995).

1.3. N'eneTnyecKue M DMUTCHETHYECKUE U3MEHECHUS Y AJVI0IMOJIMIIVIONA0B

CI/IHTGTH‘-IGCKI/IC AJJIOITOJIUTIIION ABI paCTeHI/Iﬁ ABJIAKOTCA YHHKaJIBHOfI MOJICJIBIO
AJIS U3YUCHUA PAHHUX CTa,Z[I/Iﬁ AJUIOIIOJHUIIION INU3allH, ITIOCKOJIBKY BO3MOKHOCTDH
CpaBHCHHA C HMMCIOIIUMUCA POAUTCIbCKUMU (bOpMaMI/I IIO3BOJIACT OTJIIMYUTH
I'CHOMHBLIC PCOpraHu3alvu 1moJg I[CﬁCTBHGM AJUIOIMOJIUITIION AN OT HOJ]HMOp(bI/BMa
POIUTENBCKUX BUAOB. MOJEKYISIPHO-TEHETUUECKHUI aHa3 MOKa3all, 4YTO YK€ Ha
paHHUX CTaudAX B TCHOMC aAJUIOIIOJIMINIONAA IPOUCXOAAT CTPYKTYPHBIC
u3menenns (Kashkush et al., 2002; Gaeta et al., 2007; Madlung et al., 2005),
n3MeHenus narrepHa metunupoBanus JJHK (Madlung et al., 2002; Lukens et al.,
2006; Beaulieu et al., 2009), aktuBanus MoOMIBHBIX 31memenToB (Parisod et al.,
2010; Comai et al., 2000; Kashkush et al., 2003) 1 u3MeHeHHsT TPAHCKPUIITOMA
(Fujimoto et al., 2011; He et al., 2003; Adams et al., 2004; Albertin et al., 2006;
Wang et al., 2006; Gaeta et al., 2009; Pumphrey et al., 2009; Rapp et al., 2009).

C uCHoJIbp30BaHHMEM CHUHTETHYECKHUX AJUIOITIOJIUIIIION 0B ObLIN IMOJIYYCHEI

A0Ka3aTcjIbCTBA pPAaHHUX TI'CHCTHYCCKHX U3MEHEHUM Y TaKux 00BEKTOB KakK
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MIICHMIIA, PaIlc, XJOMOK, BUA0B Arabidopsis m mpu 3TOM Xapakrep W MaciiTad
U3MCHCHHUH, a TaKKe BPeMsl HMX TOSBICHHS OTIMYAINCh B 3aBUCUMOCTH OT
00BbeKkTa. Y CHHTETHYCCKHX aJUIOTETPAILIOWIOB TIIICHUIIBI MEXKIY JAUTUIONTHBIMU
Bugamu Aegilops u Triticum, snuMuHalus mocieaoareabHocteid reHomuoi JJTHK
IPOMCXOWIAa B TEYCHHH KOPOTKOTO BpEMEHH Tocie  (GOpMHUPOBaHUS
ayornonuiionioB Ha craguu F; (Shaked et al., 2001). B Ttoxe Bpewms,
ammvuHanms  JIHK He Obuia 3adukcMpoBaHa y  CHHTETHYECKHX — aJlIo-
TeKCAIUIONIOB IIICHUIIBI, MOJYYCHHBIX B pe3yibTare ckpemuBanus T.turgidum
(BA) u Ae.tauschii (D) (Mestiri et al., 2010). BolbIIMHCTBO CHHTETHYCCKUX
QJJIOTEKCAIJION/IOB TIICHUIIBI TIPOSBIISI TOMOJIOTUYHOE CITApHBAHUE XPOMOCOM
B MeTadase |, 1 b oT/IebHBIC U3 HUX JCMOHCTPHPOBAIA HAPYIICHUS MEH03a,
NPUBOJAIIME K TIOSBJICHUIO aHEYIUIOMIOB, OOBIYHO B Sy IOKOJICHUU.
MeiioTndyeckass HECTaOMIBHOCTh 3aBHCENIa OT KOMOWHAIIMM POJUTENICH W Oblia
cBsizaHa ¢ ¢ynknumedr Phl rena, cympeccopa TOMEOJOTHYHOTO CIIApUBAHUS
(Mestiri et al., 2010). ¥ cunternyeckoro parmca B. napus reHermueckue
U3MEHEHUsS B Sy ObLIM TOBOJILHO peaxkumu (Song et al., 1995; Lukens et al., 2006),
OJTHAKO WX YacTOTa CYIIECTBEHHO BBIpOCHA K mokosieHuto Ss (Gaeta et al., 2007).
deHOTUITYECKAsT BApUAOCIIbHOCTh YBEIMUMBAIACh B TIOCICAYIONINX MOKOJICHUIX
1 OblJIa CBSI3aHA CO 3HAYUTEJILHOW peopraHu3alvieil XpomMocoM (XpOMOCOMHBIC
CIIUSIHUS, BHYTPH W MEXKTCHOMHBIC pEOpPraHM3aIiy, Jaejenus (parMeHTOB
XpOMOCOM, aHEYIUIOUIHS), YTO MpeojaraeT pojib XPOMOCOMHBIX TIEPECTPOCK B
obecrieuennn QpenoTunuyeckor Bapuarmu (Gaeta et al., 2007). B ormnmmume or
CHHTETHYECKOTO paIrica, CHHTETHUECKHMi asuroTerparmutona Arabidopsis suecica
ObLT MEHOTHYECKH CTAOMJIBHBIM W TPOSBIISAI HU3KYIO Y4acTOTY aHCYIUIOUAWH U
XPOMOCOMHBIX pEOpTraHH3aIfii, TeM HEe MEHee, Y Hero ObUT 0OHAPYKEH BBICOKHH
YpOBEHb (EHOTHUIIMYCCKOW BapuaOeIbHOCTH, 110 BHJIWMOMY, CBSI3aHHBIH C
SIUTCHETHYECKUMH H3MeHeHusMu (caimecunr renoB) (Comai et al.,, 2000) u

peopraHusaimeil OTIACIbHBIX XpoMocoMHBIX JokycoB (p/IHK) (Pontes et al.,

2004).
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['eHeTUecKuEe M3MEHEHUS B XOJE AJUIONOJIMILIOMIM3ALUUN YKIIQbIBAIOTCS B
KOHIICTIIIUIO «TEHOMHOTO III0Kay, mpeminoxennyro b.Mak-Kmunrok (McClintock,
1984). Ona xe BbicKazana ujaco o0 ydyactuu MO B OTBET€ Ha CTPECCOBBIE
(dakTophl, B 4aCTHOCTH, OTAAJICHHYIO THOpUAN3alnio. bbljia oTMedeHa akTUBaIus
psiga ceMmeictB MDD y CHHTETHYECKMX THOPUIIOB U  AJUIONOJIMILIONIOB
(McClintock, 1984; Madlung et al., 2005; Comai et al., 2000).

TpaHCKpUNITOMHBIE U3BMEHEHHUS Y AJUIONOJUILIONA0B MOTYT WHIYLHUPOBATHCS
T€HETUYECKU WIIA AMUTCHETHYECKH (KOT/Ia SKCIPECCUs 3aBUCUT HE OT MEPBUYHOM
ctpykrypsl JJHK, a oT cTpykTypbhl XpomMaTHHAa) U MOTYT CIIYKUTh MCTOYHHUKOM

HOBBIX MyTel AuddepeHIpoBKA U pa3BuTUs ayutonoaurionnoB (Adams et al.,

2004; Wang et al., 2006; Rapp et al., 2009).

1.3.1. XpoMocoMHBbI€e nepecTpoiiku

C ucnoip30BaHUEM METOIOB XpomocomHoro okpammBanus (GISH, FISH),
TeHETUYECKOTO  KApTUPOBAHUS U MOJICKYJSIPHOTO  aHajiu3a  IMOJy4YeHbI
JI0KA3aTelIbCTBA TEHOMHBIX MEPECTPOCK KaK BHYTPH, TaK MU MEXIY OTACIbHBIMHU
cyorenomamu y amtononumtonzos (Leitch and Bennett, 1997; Wendel, 2000;
Lagercrantz and Lydiate, 1996; Gale and Devos, 1998; Chen et al., 2004; Bento et
al., 2008). IIpemnonaraercs, YTO XPOMOCOMHBIC W3MEHEHHS CIIOCOOCTBYIOT
CTaHOBJICHHIO BHOBb-O0PAa30BaHHBIX AJUIOMOJIUILIONIOB B Ka4€CTBE MOTHOIICHHBIX
sugoB (Feldman et al., 1997; Hegarty and Hiscock, 2005; Wendel et al., 1995).
Hapsimy ¢ »TuMm, yka3aHHbIE HM3MEHEHHS CIOCOOCTBYIOT aJamnTallid K PE3KO
MEHSIOIIIMMCST YCJIOBHSIM BHEITHEH Cpebl, TOCKOJIBKY TOJBKO TaKHe W3MEHEHUS
MOTYT 00€CTIeUrBaTh «IKCTPEMAIIbHOE» (peHOTUINnUeckoe pazHooopasue (Hegarty
and Hiscock, 2005; Crombach and Hogeweg, 2007). Xpomocomuas pe-
OopraHu3aius B TPOIECCe AJIIOMOIUIUIONIN3AINA MOXKET TMPOUCXOIUTh Kak
peaknus Ha SIEPHO- IUTOIUIA3MAaTHYECKOE B3aWMOJICHCTBHEC, TPUBOJAIIAS K
BOCCTAaHOBJICHHIO ()ePTHIIHHOCTU U MPEOJIOJICHHI0 HECOBMECTUMOCTH SIICPHOTO U

nuToIiasMaTuaeckoro reaomoB (Leitch and Bennett, 1997; Brysting et al., 2000).
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Ha Monensx CHHTETHYeCKHX THOPHJIOB U IOJHUILUIONIOB OBLIO ITOKA3aHO, YTO
XpPOMOCOMHBIC PEOpraHU3aIllMi BO3HHUKAIOT Cpa3y Mocje OObEeIUHEHHS] TEHOMOB,
WIK B TCUYCHUW HECKOJIBKUX TOKOJeHUH mociie rudpuam3amuu (Rieseberg et al.,
1995; Baack et al., 2005; Song et al., 1995; Feldman et al., 1997; Lukens et al.,
2006). Menee oxapakTepr30BaHbI 0oJiee TIO3THUE PEOPTAHU3AINH, IPUBOISAIINE K
M3MEHEHHUIO YUCJIa XpOMOCOM M peaykiuu pasmepa renoma (Lysak et al., 2006;
Wolfe, 2001; Leitch and Bennett, 2004). bBonbmas 9acTb XpOMOCOMHBIX
W3MEHEHUM NPOUCXOAUT B XOJ€ MeEHo3a W OINOCPEJOBAHA MEXAHU3MOM
TOMOJIOTHYHOM peKkoMOuHaruu. Jlemenuu, IyIUIMKAAA ¢ TPaHCIOKAI[UH
BO3HUKAIOT TP BOCCTAHOBJICHUH JBYICTIOUHBIX pa3pbiBoB (/LIP) Ha oxHON HUTH
JIHK (BayTpuxpomocomuas pekomounanus) (Devos et al., 2002; Chantret et al.,
2005), mo Bcemy reHomy (okTommueckas pekomoOuHarms) (Petrov et al., 2003),
aM00 MEXAY TOMEOJOTHYHBIMH XpOMOCOMaMH y THOPHJIOB W TOJIMILIOWIOB
(romeonornunas pekomOuuarums) (Udall et al., 2005). Melornueckue pe-
KOMOWHAIIMA  TPOUCXOMAT  MPEUMYIICCTBEHHO  MEXKIYy  T'OMOJOTHYHBIMH
xpomocomamu (cM. 0030p Naranjo and Corredor, 2008), mpu 53ToM OHH
KOHIICHTPUPYIOTCS B «ropssuux Toukax» (hotspots), nmeronumx crernuduaHoe s
Ka)K[I0r0 BHA pacipeneiacHue mo xpomocomam (Anderson et al., 2001; Anderson
and Stack, 2002; Jiang et al., 2003). Takue Touku ObLIN HaWECHbBI B COCTaBE I'CHOB
y kykypy3sl (Civardi et al., 1994; Xu et al., 1995) u B MeXIreHHBIX paiioHaX y
Arabidopsis thaliana (Kim et al., 2007). Xots MHOTHE pacTeHUs AEMOHCTPUPYIOT
MOBBIIIICHHE PEKOMOWHAIIMK 110 HAMNpPAaBJICHUIO K KOHIIAM XPOMOCOM,- BOJIM3HU
TEJIOMEPHBIX U CYOTEIIOMEPHBIX PAOHOB W OTCYTCTBHE PEKOMOWHAIIMHM BOJHM3U
nenatpomep (Drouaud et al., 2006), o6patHas cuTyanus HaOII0AaeTCA, K IPUMEPY,
y Hekotopbix BuaoB Allium (Khrustaleva et al., 2005).

JIP wmoryr wuHMIMHpOBaTH WHBa3UBHBIN mnepedpoc HutH JHK Ha
CCCTPUHCKHE W HECEeCTPMHCKHE XPOMATHABI B pe3yjbTaTe OCTAaHOBKH
PEIUIMKAIIMOHHOW BHJIKMA C TIOCJICIYIOIIMM HCITOJIb30BAaHUEM JITHX XPOMATHI B
KayecTBe MaTpuIl A1 penapaimonnoro cuatesa JJTHK (cm. 0630p Sung and Klein,

2006). B pe3ynbraTe MOKET IPOUCXOAUTH HEPECIIMITPOKHBI 0OMEH T¢HETHYECKOTO
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Marepuana- resHerudeckas koneepcus. [P Moryr Takxke penapupoBaThbCs C
MIOMOIIIBI0O MEXaHW3Ma JUTHpoBaHUs HeromosiorndHbeix KoHioB (NHEJ; non-
homologous end joining) (Puchta, 1999). OmmOkm B Xo0jae 3TOro mporecca
OPUBOAAT K HMHCEPUUSM M JEJeUUsM B CaiTe JUTHMPOBAaHUSA, a TaKXKe TpaHC-
JIOKAIMsIM B pe3yibTaTe JurupoBanus pasubix muteir JIHK (Pipiras et al., 1998;
Puchta, 2005). Hampumep, y apabunoricuca HecBszanubie I[P MoOryT cCiry>kuTth
cyOcTpaToM JJIsl pELUIIPOKHBIX OOMEHOB C TTOMOIIBIO KaK TOMOJIOTHYHOTO, TaK U
HeromoJtornyHoro aurnposanus kouioB JJHK (Pacher et al., 2007).

VY amIononWIuIOn0B, B OTJIMYMAE OT IUIIOWIHBIX PACTEHUN, MPOUCXOIUT
U3MEHEHHE CIleHapus Meio3a, CBs3aHHOE C J00aBJICHHEM TOMEOJIOTHYHBIX
XpOMOCOM Jpyroro reHoma (cyoreHoma). OrpaHUuYEHHE CIApUBAHUSA TOJIBKO
TOMOJIOTUYHBIMH ~ XpPOMOCOMaMH  JIOCTUTAaeTcsl  Ojarojapsi TeHETUYECKOMY
KOHTPOJTIO CO CTOPOHBI JIOKYCOB, KOHTPOJIUPYIOIMINUX KOHBIOTAIIHIO XPOMOCOM (CM.
rmaBy 1.1.2.3.). OpnHako, y OOJBIIMHCTBA aJUIONOJIMIJIONIOB HaOIIOAAETCs
CMCIIIAaHHBIM THUIT MeEiH03a, a HMMEHHO:  HEKOTOpPhIE XPOMOCOMBI O0pa3yroT
OWBaJICHTBI, TOTJIAa Kak Jpyrue CKJIOHHBI O0Opa30BBIBATh MYJbTUBAJICHTHI-
«cermMeHTHass  amononumiongus»  (Stebbins,  1971).  MynbTHBaICHTHI,
COCTOAIIIME W3 TOMEOJIOTMYHBIX M TOMOJIOTMUYHBIX XPOMOCOM  MOTYT JaBaTh
pasnuyHbBIe KOH(UTYypaluu B Xonae MeTadasbl: MEpeKpeleHHbIE CTPYKTYPHI,
KOJbIIAa M CIIEIUIEHHBIE XPOMOCOMBI. ['OMEOJOTHYHBIE acCoIualliy, Hapsay C
MapaJIOTUYHBIMA, TPUBOAAT K  PasIUYHBIM  TIEPECTPOMKAM  XPOMOCOM,
aHEYIUIOUANHN U YCIOKHEHHBIM BapuaHTaM HaclieIOBaHUs MPU3HAKOB (CM. 0030p
Gaeta and Pires, 2010). Tak, manpumep, TeHoM autoterpamionaa B. napus
COJICPKHUT 10 6 KONMWHA MHOTHX T€HETHYCCKHUX JIOKYCOB, TOTJa KaK IMPEIKOBHIC
JTUTUTOWHBIE BHJIBI MMEIOT MO TpPU NAPAJIOTHYHBIX JIOKYCa, BO3HUKIINX B
pe3ynbTaTe MPEBHUX AYIUIMKAWi. BOIbIIMHCTBO OMBaIEHTOB, HAOIIOIaEMbBIX Y
aJUIOTarJIONIOB ATOTO BUJIa B XOJ€ Mei03a, 00pa3yrTCs MEXIy XPOMOCOMaMU-
romeosioramu, Toraa kak 30% BO3HHUKAIOT B pe3yibTaTe OOBEAMHEHHS XPOMOCOM
BHYTPHU OJHOTO M3 CyOr€HOMOB, MO BUAUMOMY, COJEPKAIIUX AYTUTUIMPOBAHHbBIC

paiionnsr (Nicolas et al., 2009). Ognako, JaHHBIE O TEHETUYCCKUM H3MCHCHHUSIM,
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BO3ZHHKAIOIIMM B PE3yJIbTaTe MapaIOTUYHBIX aCCOIUAIIUN XPOMOCOM, TTOKa BEChMa
orpaHu4eHsl. B Toxe BpeMs, HMEETCs MHOro JaHHBIX, KacarouIuXcs
TCHCTHYCCKUX WU3MEHEHUH B pe3yJbTaTe TOMEOJIOTHIHBIX pekoMOuHarmii (Gaeta
and Pires, 2010). Taxk, B KapTUPYIOIIUX MOMY/IAIUAX B. NAPUS ¥ CHHTETHYECKHUX
nosrioniax 3tToro Buaa RFLP- ananu3 BeIsIBHII Kak Aeselud, TaKk U TyTUIUKAIUU
romeonornuHbix JokycoB (Parkin et al 1995;; Osborn et al 2003a; Pires et al
2004; Udall et al 2005; Gaeta et al 2007). Y HemaBHO C(OPMHPOBAHHBIX
AJUTOTIONIUTIIIONIOB  1ragopogon, W3MEHEHUs TEHETHYECKUX MapKepoB OBLIN B
psze CclydaeB CBSI3aHBI ¢ KAPUOTUIUYCCKUMH W3MEHCHHUSAMHU, OOYCIOBICHHBIMU
roMeosiornuHoi pekomoOuHanuerr (Tate et al., 2006, 2009; Lim et al., 2008).
Hccnenosanus amtononummionaoB Nicotiana u Arabidopsis oOHapyXwid, 4TO
pazMyHble UW3MEHEHHMs B JIOKycax pHOOCOMAajbHBIX TEHOB  (JeJeluH,
aMIUTUUKAIINK, TPAHCIOKAIMK) TIOCIIC TIOJUTIIION N3N MOTJIH BO3HUKHYTH B
pe3yJbTare TOMEOJOTMYHOM  pPEKOMOMHAIMM, KOHBEPCHMM U  CIly4allHOU
cerperaiuu, a TaKke B pe3yibTaTe pa3peiBoB xpomocoMm u NHEJ- mexanuszma
(Lim et al., 2000; Pontes et al., 2004; Kovarik et al., 2008). IIpenmnonaraercs, 4To
TPAHCIIO30H- OMOCPEAOBAHHBIC PA3PHIBBI M PEKOMOMHAIIMKM XPOMOCOM HIpaliu
BaXHYIO pojb B peopranmsanuu p/IHK y amnorerparmonma A. Suecica, 4to
KOCBEHHO ITOATBEPKIAAETCA BBICOKOM KOHIIEHTPALIMEN TPAHCIIO30HOB B panlOHaxX
SApBIIKOBBIX opranuzatopoB (Pontes et al., 2004). Taxxe, HaOmromaemast
ammmudukanus equann pJJHK y Nicotiana Bo3MoxHO mpou3sonuia B pe3yabTare
HepaBHOro Kpoccunrosepa (Puc. 14a) (Kovarik et al., 2008). V HekoTopsix
CUHTETUYECKUX Tonurion1oB, Aenennn JJHK nHabnrogamics mpenmyIecTBEHHO B
otoBckoM reHoMe (Song et al., 1995; Skalicka et al., 2005). Otu coObITHS TakKe
MOTJId OBITh BBI3BaHBI BHYTpUXpoMaTuIHbIMU oOmeHamu (Puc. 14a), omnako,
MIPUYUHA OJJHOCTOPOHHEU SJIMMUHALIMU OCTAETCSI HEU3BECTHOW. Y CHHTETUYECKHUX
MOJITIJIONIOB TIIIICHMIIBI HAOJI0/IaJach XpPOMOCOM- M TEHOM- CHerupuIHas
AIMMUHAITUS HU3KOKOTTUITHBIX KOJAUPYIOIUX u HEKOUPYIOIINUX
nocnenoBarenbHocTeit JIHK (Feldman et al., 1997; Ozkan et al., 2001; Shaked et

al., 2001; Kashkush et al.,, 2002). IlockoibKy y MNIIEHUIBI TOMEOJIOTHYHOES
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cnapuBaHue cymnpeccupyercs Phl nokycom, HeKoTopble JeNerud  MOTJIN
BO3HHKHYTh B PE3yJbTaTe BHYTPUXPOMOCOMHOW peKoMOMHAmuu. B oTiamuue or
NIICHUIBI, Y  IMOJHMILIONJHOro  XJjormyatHuka  (GOSSypium)  coObITHS
TOMEOJIOTHYHOW PEKOMOWHAIIMA M CBSI3aHHBIC C HEH MEPECTPOMKH XPOMOCOM
obu BecbMa penxumu (Liu et al., 2001).

B sBomonuu MOAMIIONAHBIX (OPM MIIEHHUIT OBUTH OTMEYCHBI Pa3IHUYHBIC
XPOMOCOMHBIC TIEPECTPONKH, CBS3aHHBIC C MEXaHM3MaMH TOMO- W TOMEO-
JIOTUYECKOM PEKOMOMHAIMU, B YAaCTHOCTH, KpynHas TpaHciokamus 4A-5A-7B,
MPOHU3OIICAIIas IPH OTACICHHU TPYIIbl TeTPAIIOWAHBIX mirenur; Emmer (T.
dicoccoides, T. dicoccum, T. durum), a Takxke mapa- U HEPULCHTPUUICCKUC
WHBEPCUU JUTMHHOTO ieda XxpomocoMbl 6A (Naranjo et al. 1987; Miftahudin at
al. 2004). I'eHoM TeTparIOWAHBIX MIICHUI] TPYIIIBI TIMOPheevii xapakTepusyercs
YeTBIPbMS  BUAOCHCIUGUYHBIMU  TpaHciaokamuamu  (6AS/1GS, 1GS/4GS,
AGS/AAL, 4AL/3AL) (Jiang, Gill, 1994; Rodriguez et al. 2000). M3 tpex
TETPATUIOMIHBIX BUIOB rpymmsl Timopheevii ayis T. araraticum nmokasaH BBICOKHIA

YpOBEHb BHYTPUBHIOBBIX XPOMOCOMHBIX TpaHciokanuii (Badaeva et al. 1994:

Badaeva and Gill 1995).
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Puc. 14 PekoMOuHAIMKU U XPOMOCOMHBIC TIEPECTPONKH Y JU- U TIOJHUILIOUIOB (T10
Gaeta and Pires, 2010). (a) nmememust B pe3yabTare BHYTPUXPOMATHIHOW
pPEKOMOMHAIIMY MEXAY AYILITHIMPOBAHHBIME TocienoBatensHocTsIME. (D) nenerm u
OYIUIMKAlUK B pe3yJibTaTe HEPABHOI'O KPOCCHHIOBEpA MEXAY MOBTOPSIOIIUMHUCS
HOCJIEZIOBATEILHOCTSIMA TOMOJIOTHYHBIX XPOMOCOM. (C) MEKI'€HOMHBIC ACTCHUU H
IOYTUTMKAIMH B PE3YJIbTaTe TOMEOJIOTUIHON PEKOMOWHAIIMHY Y aJUTOTOIHILION 1A,
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["omeos1ornyHbIe OOMEHBI CITY)KAT OCHOBOW ISl CO3JaHHUSI HHTPOTPECCUBHBIX
JVHHN, HECYIIUX TPAHCIOLUUPOBAHHBIE YYaCTKH XPOMOCOM OT BHIOB-JOHOPOB
XO3SHCTBEHHO-IICHHBIX IPHU3HAKOB. TakuM 00pa3oM OBLIM MOJYYCHBI JTHHUN
MSTKOM IIIEHUIBI . aestivum, wuMmeromue MOpU3HAKKH YCTOWYMBOCTH K
OMOTHYECKMM M aOMOTHYECKMM (akTopaM OT AMKHX BuaoB Triticeae (Mclntoch,
1998; Olson et al., 2010; Budashkina and Kalinina, 2001; Leonova et al., 2011;
JleonoBa u ap., 2014).

1.3.2. CTpyKkTypHasi IMBepPreHIusi CyoreHoMoOB

PaccmarpuBas BiIMSHHE TIOBEACHHS XpOMOCOM B XOA€ MeHo3a Ha
(GEepTIIIBHOCTH AJUTONOJUIIIION 1A, MOJKHO TPE/IoaraTh, 9To (epPTHIIbHBIE aJlIo-
MOJIUIIONIBI JIMOO YyKe 00JIagaroT ONpPEICICHHBIM YPOBHEM KOHTPOJS Haj
cCrapuBaHHUEM XPOMOCOM, JTUOO MPHOOPETAIOT ATOT KOHTPOJIb B X0/1€ dBOJoNNA. B
MOCIICAHEM Ciydae OOJIbIIIOEe 3HAYCHHE HWMEET CTPYKTYpHas JUBEPTeHIUS
CyOreHOMOB,  KOTOpasi  OOeCIleYMBaeT  MPEHMYIICCTBCHHOE  CIIapHBAHUC
romosiornyHbeix xpomocoM (Levy and Feldman, 2002). Cpoii Bkiag B
CTPYKTYPHYIO JTUBEPICHIIMIO TOMCOJIOTOB MOTYT BHOCHTB: OJHOCTOPOHHSS
sanmumuHanus nocienaoBatensHocteit JJHK u peopranuzarnuus I11T JJHK (Levy and
Feldman, 2002; Ozkan and Feldman, 2009)

AHamu3 pa3IMYHBIX MEXBHJIOBBIX W MEXKPOJOBBIX T'MOPHIHBIX KOMOMHAIUI
mexy Bugamu Aegilops u Triticum mokasai, uro smuvuHaimsa JJHK npoucxonut
y)K€ Ha paHHHMX CTaausX (OopMUpOBaHUs ajuionoiursionaa B F; u/unu B nepsom
MOKOJICHUU TIOCJIE XPOMOCOMHOTO YJBOCHHS, IPH ITOM JaHHBIA TIPOIECC
SBJISIETCS CTAaOWJIBHO BOCHPOU3BOJMMBIM U MOXKET 3axBarbiBaTh 10 15%
reromuoii JIHK (Ozkan et al., 2001; Shaked et al., 2001). Dmumunaims
3aTparvBajia, TJIABHBIM 00pa3oM, TOJIBKO OJIUH M3 CYOT€HOMOB Yy TETPAIUIOUIOB U
JBa CyOreHOMa y TeKCaIUIOMJIOB, M, KaK CIICJCTBUC, MPUBOANWIA K YBEIUUYCHHIO
(GU3MIECKON AUBEPTEHITMHI MEXITY XPOMOCOMaMH- roMeosioraMu. Tak, Harpumep,
y Terparutonaa Ae. sharonensis x Ae. umbellulata siumunaruu nogsepriaucs 14%

nokycoB Ae. sharonensis, Toraa kak Bropoi reHom motepsit Beero 0.5% JoKycoB
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(Shaked et al., 2001). Cioco6HOCTh 3muMuHHpPOBaTh YacTh JIHK mosioxxureasHO
KoppenupoBasia ¢ GepTUIHLHOCTHIO THOPHUIOB U OTPUIIATEIFHO KOppeIupoBaia C
gacToTol oOpasoBanmst MynbTuBajicHToB (Levy and Feldman, 2004). Seienue
onHoctoponHel snmuvuHanmu JJHK Opito 0TMEUeHO Takke y MIIEHUIHO-PIKAHBIX
ruopugoB Triticum x Secale (Boyko et al., 1988). Hapsiny ¢ usmMenenuem o01ero
comepxxanust  JIHK, y ammonomumimonioB HaOMIOAAINCh KOJUYECTBEHHBIC
U3MeHeHus1 B oTAenbHBIX (pakumsx [II1. Tak, 3HaunMTenpbHas peayKUIUs dYHCTIa
KONMIA  TOBTOPSIOIICHCS ~ CyOTeOMepHOH  mocienoBarenbHOocTH  Speltl,
3anumarornie 2% renoma Ae. speltoides, 6pi1a 0OHapyKXeHA B IEPBOM MTOKOJICHHH
UCKYCCTBEHHBIX amMuruiongoB Triticum-Aegilops, mpu 5ToM BBISIBICHHBIC
U3MCHCHHSI HE 3aBHCEIM HU OT YPOBHS IUIOWAHOCTH, HH OT HAlpaBJICHUS
ckpemBanus (Salina et al., 2006). [Ipyrue aBTOpbI ¢ MCHOJIB30BAHHEM TEX JKE
aM(UIUIONIOB  TOKazaiud, 4ro npuMepHo 70-90% reHom-cnenupuyHOro
taHgemMHoro moBTopa PGClR-la moamepriack »nUMHUHAIIME YXKE B Sp-S3
nokosenusax (Han et al., 2005).

JlpyruM (U3HYECKUM H3MEHEHHEM, KOTOPOE MOJXKET BIIMATH Ha CTPYKTYpPY
XpOMaTHHA W, KaK CJICJCTBHE, HAa CIIAPUBAHUE XPOMOCOM SIBIISICTCS W3MCHCHHE
crenean metuwupoBanus JIHK. Biusaue metunupoanus JIHK Ha skcnpeccuro
I€HOB OMMCAHO B 1. 1.3.4. ¥ aM(pUIIION 0B NIIEHUIIBI 3TH U3MEHEHUS 3aTPOHYIIU
13% renernyeckux JokycoB (Shaked et al., 2001). HurepecHo, dro Yy
CUHTETHUYECKUX  ajutoTrerpamionsioB A. Suecica Obumd  ciiydau, Korua
METHJIMPOBAHHUE 3aTParuBajio TOJBKO OJWMH M3 ABYX POIUTEIHCKUX TEHOMOB
(Madlung et al., 2002), uTto yKka3bIBaeT Ha SMUTEHETHUYECKYIO CYMPECCHIO OHOTO
13 CyOreHOMOB, aHAJIOTHYHYIO ()CHOMEHY SAPBIIIKOBOTO JOMUHUPOBAHHUS (CM. TL.
1.3.4.1).

B Hacrosmmii MOMEHT HE SICHBI JABWKYIIHE CHUJIBI U MEXaHH3MBI, JIS)KAIUC B
OCHOBE BCE€X BBIIICYKa3aHHbIX M3MeHeHui reHomHon JIHK y amnononumnnonnos,
TEM HE MEHEe, IOKa3aHO, YTO OHHM MPHUBOAAT K CTa0WIM3AIMA TCHOTUIIA |
MOBBIIIICHUIO (PEPTHIIBHOCTH, YTO SBJSIETCS HEOOXOIWMBIM YCIIOBHEM ISt

CTAHOBJICHH aJIJIOIIOJIUIIIIOMAO0OB B KA4YCCTBC HOBBIX BHOB.
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1.3.3. 'eneTu4eckue U3MeHeHHs, CBA3aHHbIE ¢ MOOMJIBLHBIMHU 3JIeMEHTAMH

MexBugoBass TUOpHUIU3AIUS SBISIETCS CTPECCOBBIM (HAKTOPOM, KOTOPBIA
MOJKET MPOBOIMPOBATH TPAHCKPHUINIMIO H TpaHcnosunuio MO (Matzke and
Matzke, 1998; Comai et al., 2000; Kashkush et al., 2003; Parisod et al., 2010).
Hakomnenuto uncepuuidi MO MOryT crnocoOCTBOBaTh CIIEAYIOIIME MPOLECCHl B
XO0JI¢ AJUIONONUILTONIU3aIuu: 1) yaBoeHUEe TeHOB BBI3bIBACT CHUKCHUE JTABICHUS
oTOOpa MPOTHB BPEIOHOCHBIX (HETaTUBHBIX) MHCEPLUHUNA, HYTO CHOCOOCTBYET
ammupukanuun MO (Matzke and Matzke, 1998); 2) sddekr «OyTpmouHoro
rOpJBIIIKa», 3aKIIOYAIOUIMICA B pPEOyKUUMU pa3Mepa MONYJSALHH BHOBb-
00pa30BaHHOIO AJJIOTIOJIMILJION]A, OJAronpusATCTBYET CIy4alHON QuKcauu
HEHTPaIbHBIX WM YMEPEHHO-HeratuBHbIX wmHcepumii (Lynch, 2007); 3)
rUOpUIU3aIMS MKy OTJAAJICHHBIMUA T€HOMaMU MPOBOLUPYET «T€HOMHBIN IIOK,
akTUBUpytomMid MD U TeM caMblM CHOCOOCTBYIOIIMM HHCEPIIUOHHOMY
myrtarenesy (McClintock, 1984). B mepBoM ciyyae HaKOIUICHHE MYyTalui
IPOUCXOAMNIIO Obl HETIPEPHIBHO /10 3aBEPIICHUS TUIUIOUAN3ALMH MOIUILIONIHOTO
reHoMa, TOT/la Kak B JABYX JAPYIMX CIydasX CIeAyeT 0XHAAaThb OrPAHHUYEHHBIE MO
BPEMEHHM B3PbIBbI TPAHCIO3UIIMOHHOM aKTUBHOCTH, KOTOPbIE OBICTPO 3aTyXaloT I10
Mepe pacIIMpeHust MOMYJISIUHU TOJUIION1a U CTAOMIN3aMU €r0 TeHOMA.

Jlns aHanmM3a TEHETUYECKMX H3MEHEHUM, CBSA3aHHBIX C akTuBauuen MO,
mupoko wucrnonb3yercs SSAP  (sequence-specific amplified polymorphism)-
METO/, KOTOPBIW MO3BOJISIET UAECHTU(ULIUPOBATH MHOKECTBEHHBIE HHCEpUUU MO
N0 BCEeMy T€HOMY IIyTeM BBIABICHHMS  CIEHM(PUUYECKUX  TPAHCIO30H-
aCCOLIMMPOBAHHBIX (PParMEHTOB aMIUTU(PUKALKUKA B TE€HOME CHHTETUYECKOTO
AJUTONOJIMIIJIONIa TIO0 CPAaBHEHHUIO C POAUTEIBCKUMH AUIUIOMAHBIMA T€HOMaMH
(Waugh et al., 1997). B GonbIIMHCTBE ClydyacB HE OBUIO BBISBICHO YCHIICHHSI
TPAHCIIO3UIIMOHHON aKTUBHOCTH MDD B MEPBBIX MMOKOJEHUSIX MOJUILUIONIHBIX
pactennii (Beaulieu et al., 2009; Hazzouri et al., 2008; Parisod et al., 2009;
Kashkush et al., 2003). OxHako, B HECKOJBKHX CIIy4asX OBUIM IOJyYCHBI
JIOKa3aTeIbCTBA YBEJIMYECHUS TPAHCIIO3UIIMOHHON AaKTUBHOCTH Cpa3zy IIOCie

amnonomumonau3zanun (Tabn. 2). Ilpomecc akTuBauuu 3aTparuBall, TJIaBHBIM
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o0pa3oM, MOJIO/IbIE M aKTUBHBIE cemeiicTBa MO, kak, Hampumep, Tntl snemeHt
Tabaka, UMEIOIME OrPAHMYEHHOE YMCIO KOMui B reHoMe. Takum oOpa3om, 3TO
SBJICHHE HOCHT CTPOTO HM30HMpaTeNbHBIM XapaKTep W HE NPHUBOAUT K OOmeMy
B3pPbIBY TPAHCIO3UIIMOHHONW aKTHUBHOCTH. [lo BUaMMOMY, OOJBIIYIO POJIb B
aKTUBAIIMM MOOWJIBHBIX 3JIEMEHTOB HUIpaeT chelupuyecKoe IeMETUIMPOBAHUE
JIHK, koropoe oOecreunBaeT TPaHCKPUIIMIO OEJIKOB, YYaBCTBYIOIIMX B
mporieccax BbIpe3aHus (KOMMPOBAaHUS) U BCTpauBaHUs 3TUX dneMeHToB (Fujimoto
et al., 2008; Tsukahara et al., 2009).

Hapsiny ¢ mnosiBienneM HOBBIX SSAP-pparmMeHTOB B CHEKTpax —aJiio-
MOJIMIIJIONJIOB  HAOJIo/alach AIUMHUHAIMS  (ParMeHTOB TOTO WM JAPYTroro
pomutensa. Takas snUMHHANIMA OCOOCHHO XapakTepHa sl TPAaHCIO30HOB U
CBS3aHA C UX BBIPE3aHUEM, OJTHAKO, MOJAOOHBIE CIIydau 4acTO HAOIIOJAIOTCS U Y
PETPOTPAHCIIO30HOB, HECMOTPS HA TMPUHIUINAAILHO WHOM MEXaHW3M UX
pactpocTpaHeHuss Mo reHomy. [IpuumHOW WcYe3HOBEeHUS (ParMeHTOB MOTYT
OBITh peopraHu3alliy, 3aTparuBaronire caitel nacepiuun MO (Petit et al., 2010).
SBnenue rumuHau MO npoucxoguT 0ojiee 4yacTo, yeM TpaHcno3uuuu MO u
oOHapyxeHo y OonbmmHCTBA Toymrion1oB (Tabin. 2). CiaexyeT OTMETUTh OJIHO-
CTOPOHHUHM XapaKTep CTPYKTYPHBIX H3MEHEHUH, OOYCIABIMBAIOUIUX TOTEPIO
¢parmeHTOB TOrO WM MHOrO MO B reHoMax amtonoiuruionaoB. Kak mpaswuio,
ATH WM3MEHEHHUS 3aTparuBaroT JHOO OTIOBCKHM, JUO0 MATEPUHCKUN TEHOM H
WHTEHCUBHOCTh MX MOET CHJIbHO BapbHUpOBaTh, B 3aBUCUMOCTH OT MO. Tak,
HarpuMep, Y CHHTETUYECKOTO ajioTeTparuiona Brassica napus, B cpaBHEHHH C
POIMTEIbCKUMH TUIUTOMIHBIMH Bugamu B. rapa u B. oleracea, mnepu-
LICHTPOMEpHBIH perpoTpancno3od Athila xapakrepusyercs ammutuBHbIM SSAP-
mpodwmiem, Torma kak TpaHcrmo3oH ~ MITE,  pacmpoctpanenusiii B
WHTEPCTULIMAIBHBIX palioHaX XpoMocoMm, wumeeT 10 20% HeaIIuTUBHBIX
(dparMeHTOB, MPUUEM UX YHUCIIO BO3pacTaeT B Oosiee MO3AHUX MOKOJICHUSAX aJljio-
terparutonga (Tabm. 2). Y cunternyeckoro Nicotiana tabacum crpykrypHbie
u3MeHeHus: MO BKIIIOYaIM, TJIaBHBIM 00pa3zoMm, snuMuHaIio SSAP-pparmeHToB

otoBckoro renoma (Petit et al., 2010), Toraa kak y Terpariona Spartina anglica
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Tabn. 2 Jlanuble 1Mo peopranmzanuu M3 reHoma 1ocne awtononurutonamsanun (Parisod et al., 2010).

TpaHCKpUNLMOHHbBIE 1
Mogens M3 AKTUBHOCTb SnumuHauyma MO A e Cobinkm
BRICIDLie MIMCHONMNE . anureHeTUYeckue
Arabidopsis thaliana x Arabidopsis arenosa Sunfish NE USMEHEHV M aKTMBALYUA Madlung et al. (2005)
TPaHCKpUNLMM
Arabidopsis thaliana x Arabidopsis lyrata (F1/50, $1, S2) CACand Ac-lll +(P) NE Beaulieu et al. (2009)
Spartina alterniflora x Spartina maritima (F1) Wis-like, ++ (M) ++ MeTMAMpoBaHue Parisod et al. (2009)
Cassandra and Ins2
Spartina alteriflora x Spartina maritima (SO = Spartina anglica) ~ Wis-like, £(M) +  MeTunupoBaHwe Parisod et al. (2009)
Cassandra and Ins2
Nicotiana sylvestris x Nicotiana tomentosiformis (F1/50) Tnt1 - NE Petit et al. (2010)
Nicotiana sylvestris x Nicotiana tomentosiformis (54) Tnt1 +++ (P) NE Petit et al. (2010)
Aegilops sharonensis x Triticum monococcum (S1) Wis 2-1A NE aKTMBaumA TpaHckpunuwt  Kashkush et al. (2003)
Triticum turgidum x Aegilops tauschii (S0, $1, S2) Retrotransposons and - AnureHeTyeckue Mestiri et al. (unpublished)
U3MEHEHMA U aKTUBALMA
CACTA TPaHCKpUNLK
Brassica rapa x Brassica oleracea Athila-like and MITEs + NE V. Sarilar & K. Alix
(unpublished)
JJIHTe IbHbIe H3MeHeHHS
Nicotiana tabacum (Nicotiana sylvestris x Nicotiana Tnt1, Tnt2 and Tto1 +++(PforTnt2)  NE Petit et al. (2007)
tomentosiformis)
Brassica napus, Brassica carinata, Brassica juncea PeTpoTpaHcnosoHs! NE NE Alix & Heslop-Harrison
(2004)
Brassica napus CACTA Bot1 NE NE Alix et al. (2008)
Gossypium hirsutum (Gossypium arboreum x Gossypium Pasnuinbie MO +++ (M) NE Zhao et al. (1998);
raimondii) Grover et al. (2007)
Oryza minuta (Oryza punctata x Oryza officinalis) PasniHbie M3 ++(P) NE Lu et al. (2009)
Triticum aestivum (Triticum turgidum x Aegilops tauschii) Paameiio MO ++ NE Chantret et al. (2005);

Charles et al. (2008)

-HEeTAO0K-B ¢, <5%; +, 510%; ++, 10-40%; +++, > 40%; NE, He oueHuBanocb

P, oTuoBcKoe; M, MatepuHCKOe,- NPUMEHUTENbHO K NpoMcXoxaeH1io MO, noABepriumxcs anumuHaLum
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HaOJIfo/1aach MPEUMYIICCTBCHHAs] JJIMMHHAINS (DPAarMeHTOB MaTepUHCKOTO
npoucxoxaenus (Parisod et al., 2009).

AJTOTIONUIUIONIA3AIHS UHAYIUPYET OBICTPbIE HM3MEHCHHS TPaHCKPHUIIIUH
MD, KOTOpBIE CONMPOBOXKIAIOTCS dMHUIreHeTHYeckuMU u3MeHenussmu (Comai et al.,
2003; Josefsson et al., 2006; Michalak, 2009). Ycunenune Tpanckpumiuu MD
ObLIO OOHAPYKEHO y CHHTETHYCCKUX ajutonojiuionaoB mmeHuibl (Kashkush et
al., 2002) u y apadbunoncuca (Madlung et al., 2005), uro, ogHaKO, HE IPUBOIAMIO K
YBEJIMYCHUIO YacTOTHI TpPAHCHO3WIMH. TeM HE MeEHee, SIHUICHETHYCCKUE
WU3MCHCHUS, CBSI3aHHBIC C YCHJICHHUEM TPAHCKpUIIMH MD MOryT OKa3bIBaTh
BIMSIHE Ha OJKCIPECCHUI0 COCEIHUX TEHOB, MPHBOIAA K (EHOTHITMYECKOU
n3menunBoctH (Kashkush et al., 2003; Slotkin and Martienssen, 2007).

B 6onee mmrTenpHOM MacmiTabe 3Botonus MO B cOCTaBe ajUIOTIOIUILIONIOB
COXpaHsSeT BCE BBINICIICPECUNCIICHHBIC TCHJICHIIMHM, a HWMCHHO: OrpPaHHYCHHEC
TPAHCIIO3UIMH, TJIaBHBIM 00pa3oM, MOJIOALIMU cemeicTBaMu MO ¢ HeOOJIbIINM
YHUCJIOM KOTH, Mpeobiiajanne CTPYKTYPHBIX H3MEHEeHU M3, He CBSI3aHHBIX C UX
nepeMeneHUsIMHU (IeIeIm), MPEUMYIIECTBEHHO OJHOCTOPOHHHMIA XapakTep 3THX
U3MCHEHUH B COCTaBE OTIIOBCKOTO WJIM MaTEPUHCKOTO TEHOMOB, BIIMSHHUE
SMHUIreHeTHYECKUX M3MeHeHnH MD Ha skcnpeccuto cocennux reros (Parisod et al.,
2010). Opnmnako, HE CTOJIb 3aMETHBIE Ha KOPOTKOM OTPE3KE BPEMEHH, OTH
IPOIECCHl  CITyCTS JUTUTEIILHOE BpEeMs MOTYT TPHBOJIUTh K 3HAYUTEIBHON
peopranmsanuu reHoma. Tak, y amononumionioB  poxa  Nicotiana,
00pa30BaBIIMXCS OKOJIO | MIJIH JIeT Hazaj, MpPOU3OIIEN CYIIECTBEHHBI OOMEH
MOOMIIBHBIMHE dJIEMEHTaMK Mex 1y cyorenomamu (Lim et al., 2007). D10 u npyrue
uccienopanus (Zhao et al., 1998; Charles et al.,, 2008) mnoka3zammu, 4TO
muddepeHnranbHas nposmdepanus U STUMUHAIIS Pa3InIHBIX TOBTOPSFOIIAXCSI
nocienoBarenpbHocTer JIHK urpaer BaxHyro poJib B CTPYKTYPHOUM PEOPTraHU3aluN
CyOreHOMOB y aJIOMONHUIUION1I0B. OHAKO, CYIIECTBYIOT M APyrue MpUMeEphl. Y
Bu0B pona Brassica Obu1 omucan C-renom-cneruduunsiii CACTA-TpaHCIO30H

Botl, koTopblil chIrpan OCHOBHYIO pOJib B IMBEPreHIIMA T€HOMOB Ha JTUIIJIOUIHOM
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ypoBHE. AHanu3 ectecTBeHHOro amononurmionaa B. napus (AACC) He BbIsIBUI
pacnpoCTpaHEHHS 3TOT0 dJIEMEHTa Ha XpoMocoMbl A-reroma (Alix et al., 2008).

MD MOTyT y4aBCTBOBaTh B XPOMOCOMHBIX PEOPTaHU3ANMIX TOJ BIHSHHUEM
ajutonosurionin3anuu. OJHUM U3 OCHOBHBIX HANpPaBJICHUM SBOJIIOLMH TOJHU-
IUIOUTHOTO TEHOMa SBJIAETCS YMEHBIIEHHWE €ero pa3sMepa, CBsI3aHHOE C
TUTUIOWIU3ae. XOTSd MEXaHW3Mbl PEIyKIMH TeHOMa TII0Ka HE SCHBI,
npearnoiaraeTcd ydyactue B 3TUX MexaHu3dMax M3. Hampumep, B cybrenomax
T.aestivum mpoucxoauian OOIIMPHBIC JEICHHA B PE3y/IbTaTe HEPABHOTO HIIH
HE3aKOHHOTO KPOCCHHTOBEpa Mex Iy nocieaosareiapHocTssMu MO (Chantret et al.,
2005; Bento et al., 2008). Bour mpemiokeH MEXaHH3M PEKOMOMHALIUNA MEKIY
JUTMHHBIMA TEPMHUHAJIBHBIMH TIOBTOPAMH PETPOTPAHCIIO30HOB, MPHUBOJISIIHNA K
JeNeMK MPOTSHKeHHBIX (pparmenToB renomHou JIHK mexnay stumu moBTopamu
(Vitte and Panaud, 2005). Moaenb HE3aKOHHOM PEKOMOMHAIIMM C y4acTHEM
nocieaoBaTeapHocTed MO paccMarpuBaeTcsi Jisi 0ObsiICHEHUs (aKkTa JeNIeIuu
Hardness nokyca, KOHTpOJIMPYIOIIETO IIOTHOCTh 3HIOCIIEPMA Yy MIICHMIIBI, B
paznuHbIX cyOoreHoMax nonurionanbix nmenun (Chantret et al., 2005).

W, nakonen, nmpuHUMasi BO BHUMaHHUE BBICOKYIO MyTareHHOCTb MD, MOXKHO
paccMaTpuBaTh HX POJb B KadecTBE MOAM(PUKATOPOB TE€HOB-TOMEOJIOTOB,
HaIPaBJAIOMUX HMX CTPYKTYPHYIO IHUBEPIEHIIMI0O B CTOPOHY CyO- WM HEO-
dbynkuunonanuzanuu (Walsh, 2003). KocBeHHBIM CBUIIETEIBLCTBOM AITOM POJIU
CIy’KaT cliebl MHCepuuid MD B pErynsaTOpPHBIX M KOAUPYIOIIMX paloHaX y
OOJIBIITMHCTBA M3BECTHBIX TEHOB PACTCHHWW. DBBUIM TPEIIOKEHBI pa3IudHbIC
MEXaHU3Mbl YCUJICHUS CTPYKTYPHO-(DYHKITMOHAILHOW JTUBEPTEHIIMH TEHOB C
noMmoimpio MDD (Bennetzen, 2005), omHako, ocCTaeTcs HEICHOM CTEIECHb
peanu3aly TUX MEXaHU3MOB Y T€X WU UHBIX aJUIOMOJIMILIONIOB.

Takum 00pa3oMm, TONy4YEHHBIE JIA@HHBIE YKa3bIBAIOT Ha  JIOKAJIbHBIC
reHeTu4eckue (JIMMUHALIMS) U SMUTeHETUYECKUe U3MeHEeHus: Bo (ppakiuun MO B
X0JIe AJUTOTIONUIIJIONIN3AINN, B COYETAHWU C YCWJICHHEM TPaHCIO3UIIMOHHON
AKTUBHOCTHM OTrpaHUYEHHOro uMcia cemerdctB MD. Takoe mnoBenenue MO

Hauboee CorjraCyercss ¢ KOHIIEMNIMEd TE€HOMHOI0 IIOKAa M CBSI3aHO C
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MPEOJIOJICHUEM TE€HOMHOM HECOBMECTUMOCTH U CTPYKTYPHO-(YHITMOHATIBHON
JMBEpPreHIne roMeosIornyHbIX reHoMoB (murmonan3anusi) (McClintock, 1984,
Comai et al.,, 2003). Beictppie u3MeHeHHss MD Ha paHHHX CTAJAHIX aJUIO-
MOJITIJIONTU3AIMH  TIPEAIIONaral0OT MX BaXKHYIO pPOJIb B KadyeCTBE HHIYKTOPOB
HECTAaOWJIBHOCTH, MIPUBOISAIICH K II100aIbHOM peOpraHU3aIlii Kak XpOMOCOM, TaK
U OTACIBHBIX TIOCIEAOBATEIPHOCTEH MOJUIUIONTHOTO TeHoMa. WMHmykmus
HECTAOMJIBHOCTH MOXET UMETh HETaTHBHBIC TIOCICACTBUS JIJIsI TE€HOMA, ITIO3TOMY B
mporiecce SBOJIIOLIUHU MIPOUCXOJIUT IIOCTEIIEHHOE BOCCTAaHOBJIEHHUE
KOHTPOJIMPYIONIETO BIMSHUSA TeHOMa Ha mposmdepanuio M3, 9To BEIpakaeTcs B
UX KOJIMYECTBEHHBIX, CTPYKTYPHBIX M SIUICHETHUYECCKUX M3MEHEHUSAX. bolbiryro

poJib B BOCCTAaHOBJICHHUH CTaOMJILHOCTH AJUIOIIOJIUINIONIHOIO I€HOMa HIpactT

majnas PHK (cm. rnaBy 1.3.4.2.).

1.3.4. DnureHeTn4ecKue N3MeHeHUs

K »snureHeTmueckuM HM3MEHEHHUSAM, KaK M3BECTHO, OTHOCST  TakKHe
TCHETUYECKUE W3MEHEHHUs, KOTOpPhIE MOTYT CTaOWJIBHO TOMJCPKMBATHCA Ha
MPOTSHKEHUH MHOTHUX JICJICHUM COMAaTHYECKUX KIJIETOK, HO MPHU STOM HE CBSI3aHBI C
n3meHenrneM neppuuHor ctpyktypsl JJHK (Ng and Gurdon, 2008; Probst et al.,
2009). B ocHOBe ommreHe3a JiekaT 2 OCHOBHBIX THIIA MEXaHH3MOB:
TPAHCKPUIIIIMOHHBIE U TOCTTPAHCKPHUMIIMOHHBIE. K TepBOMYy THUITy OTHOCSTCS
MexaHu3Mbl: a) Moguduiupyromnme JJHK u  6) moaudunupyromme rucToHOBBIE
oenku. OcHOBHBIM MexaHu3MoM Moaudukanuu JIHK sBisercss MmeTuinmpoBaHue
ocratkoB nutosuHa (Bird, 2002). VY pacreHuii METHIUpOBAHHE IUTO3HMHA
IPOUCXOIUT Kak cuMMeTpuuHo 1o obeum nensm (Ha CpG wnu CpNpG), tak u
ACUMMETPHUYHO JIMIIIh Ha oaHOW u3 AByX nemneh (Ha CpNpNp, rne N o6o3nadaer
060 mykneorua) (Vanyushin, 2006). M3BecTHO, 4TO METHIIMPOBAHKME IIUTO3MHA
B TNPOMOTOPHBIX  OOJACTAX TEHOB  TNPHUBOJUT K  TIOJABJIICHUIO WX
TPAHCKPUIIIITMOHHONW aKTUBHOCTH, TOTJIa KaK JEMETHJIMPOBAHUE JTUX oOJacTei
OPUBOIUT K ycuieHuto Tpanckpumiuu (Bird, 2002). Moaudukaiiuy rucTOHOBBIX

OeNKOB JIe’KaT B OCHOBE KOH(POPMAIIMOHHBIX U3MEHEHUN XpOMAaTHHA, KOTOPhIE, B
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CBOIO Ouepenb, ol0ecneunBaroT nocTynmHocTh Monekynasl JIHK mns gepmentos
cuateza PHK (Kouzarides, 2007). HauGomee dYacTbiMu MOAM(PHKAIHUIMH
TUCTOHOB SIBJISIFOTCS allETUIIMPOBAHUE U METWJIMPOBAHUE AMUHOKUCIIOT, IPU ITOM
BBISIBJICHBI BHICOKO-KOHCEPBATUBHBIE MOIU(DUKAIIUN THCTOHOB IO OMPEEICHHBIM
AMUHOKHCIIOTaM, XapaKTEPHbIE JJI1 aKTUBHOTO (HEaKTUBHOTO) COCTOSTHUS 1IEJI0TO
psna TeHOB U3 pa3nmyHbIX opranm3moB (Martin and Zhang, 2005; Kouzarides,
2007). Cnegyer OTMETUTb, UTO Pa0bOTy BCEX BHIIICTIEPEUUCICHHBIX MEXaHU3MOB
o0ecreynBalOT HE TOJbKO crnenuduyeckue Oenku- (epmentsl (JHK merun-
TpaHcdepasbl, TMCTOHMETHITpaHcepasbl, aueTuia-TpaHcpepaspl U TA), HO U
paznuyHble HU3KOMOJIEKYJIsApHble Hekoaupytomue PHK, oTHocsmmecs aubo k
MaieiM  uHTepdepupyronum PHK (SIRNA), mubo x mmkpo-PHK (mMiRNA)
(Zaratiegui et al., 2007; Yang and Kuroda, 2007; Mattick et al., 2009; Ghildiyal
and Zamore, 2009). Otu PHK orBevaroT 3a cOOpKy crienupuIecKux OCIKOBBIX
KOMILJIEKCOB M UX «3asikopuBaHue» Ha ydactkax JJHK, moaseprarommxcs tem unu
UHBIM MoauduKkaiusaM. UTo kacaeTrcst MOCTTPAHCKPUIIIMOHHBIX AMTUTECHETHYECKUX
MEXaHHM3MOB, TO OHU BKJIIOHAOT MexaHu3Mbl untepdepeniinu MPHK ¢ momoiibio
Mmajoit Hekoaupyrome PHK, uto mpuBoaut nmu6o k aerpamanuu MPHK, mibo k
uHruoupoBanuio ee tpaucusauuu (Ruiz-Ferrer and Voinnet, 2009; Hoffer et al.,
2011).

@opMHUpOBaHUE AJUIOMOJIMIUIONUIOB, B LIEJIOM, COMPOBOXKAAETCS U3MEHEHUSIMU
B OKCIIPECCUU TEHOB, KOTOpPHIE MOTYT OBITh CBSI3aHBl KaK C TE€HETHYECKUMU
coObITHsIMU  (MHCepuMsIMU MO, K mpumepy), Tak M C SIUTEHETUYECKUMHU
MoaudukanmusiMu. Tak, y CHHTETHYECKON aJUIOTEKCAIJIONIHOW IIIICHUIIBI
U3MEHEHHUs DKCIIPECCUM T'€HOB-TOMEOJIOTOB ObUIM YCTAHOBJICHBI YK€ Ha PaHHUX
CTaAMSIX Pa3BUTHS W OBUIM CXOJHBIMH C TAKOBBIMU y MPUPOTHON (POPMBI MIATKOH
murenuisl 1. aestivum (Chague et al., 2010). PackpbiTHe MeXaHH3MOB PaHHUX
FEHETUYECKUX (PMUTCHETUYECKUX) HU3MEHEHUM HeOoOXOIUMO Jii TOHUMAaHMS
ABOJIIOIIMOHHBIX MPOILIECCOB, TMPUBOMASAIIMX K CTAHOBJICHHIO COBPEMEHHBIX

AJJIOIIOJIHUIIIIONIHBIX BUJIOB.
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1.3.4.1. Aopvriuukosoe oomunupoeanue

OmarM w3 HaumOoJee  M3BECTHBIX  DMUTCHETUYCCKUX  (PESHOMEHOB,
HAOJTI0JTAEMBIM Y JUTOTIOJIUIIIONIOB, SBIISIETCS «SJIPBIIIIKOBOS JOMHUHHUPOBAHUE)
(nucleolar dominance), mau snureHeTHYeckoe moaaBieHue 3kcnpeccun pPHK
TCHOB OJHOTO W3 POJMUTEIBCKUX TEHOMOB. DTO SIBJICHHWE HAOIIOAETCS Y MHOTHX
OpPraHHW3MOB: PacTCHUI, 3¢€MHOBOIHBIX, HACEKOMBIX, MilekormmuTatomux (Navashin,
1934; Reeder, 1985; Neves et al., 2005; Preuss and Pikaard., 2007). SnpsimikoBoe
JOMHUHUPOBAHWE B OCHOBHOM H3yYE€HO Ha NpPHUMEpPE MEKBHUIOBBIX THOPHIOB H
BO3HHMKAECT HE3aBHCHMO OT HaIpaBJICHUSA CKPCINMBaHUSA (MATEPUHCKOTO U
OTIIOBCKOTO 3(QEKTOB), 4YTO YKa3plBaeT Ha OTCYTCTBHE pOJIA TaMETHOTO
UMIIPUHTHHTA. HanpaBiieHre TOMUHUPOBAHUS HE SBIISCTCS CIIYYalHBIM B KaXI0H
KOHKPETHOH KOMOMWHAIIMM TEHOMOB, B TOXKE BpeMs 3(PQEeKT JOMUHUPOBAHUS HE
saBJsieTCs NMOCTOSIHHBIM 711 pPHK reHoB Toro miam nHOro reHoma.

MexaHHU3MBI SAPBIIIKOBOTO JIOMUHHUPOBAHUS CIIE TMOJTHOCTBIO HE HM3YYCHBHI,
OJTHAKO, YK€ OYCBUIHO, YTO OHU CBS3aHBI C Pa3BUTHEM W IUQPHEPCHIIMPOBKOM
KIeToK. Y ruOpuaoB BHyTpu poaoB Crepis wu Triticum, sapbIIKOBBIC
opranuzaropsl (NORS), koTopbie ObUTH CYITPECCUPOBAHBI B BETETATUBHBIX TKAHSX,
CTaHOBWJIMCh aKTHBHBIMH B Myxckux meirormrax (Wallace and Langridge, 1971;
Silva et al., 1995). ¥V amnorerpamonnneix THOpuaoB Brassica, cympec-
CUPOBaHHBIC B BEreTATHBHBIX OpraHax M HenBeTKoBbIX Mepuctemax NORS
aKTHBHPOBAJIMCh B OpraHax I[BETKa, BKIItoYas dJameaucTuku u jenectku (Chen
and Pikaard, 1997). Ilocnennue opraHbl He JAalOT HA4alo TOJIOBBIM KJIETKaM,
CJIEIOBATEIILHO, MEHO3 HE SIBISICTCS HEOOXOAWMBIM I aKTHUBAIUH SApHIIICK. B
IICJIOM, TOJJEP)KAaHUE SIPBIIIKOBOTO JIOMHUHHUPOBAHUS 3aBHCHT OT CTaIuu
pasButus, Tak 4ro NORS, KOTOpble HEAaKTHBHBI B BETETATHBHBIX OpraHax,
CTaHOBSTCS aKTHBHBIMU TIPU TIEPEX0/Ie K IBETCHUIO U/WJIA TaMETOTCHE3Y.

OnureHernyeckue wusMenenus (JJHK MermnupoBanme u  Moaudukaiuu
THCTOHOB) JiexkaT B ocHoBe 3amosikanusi pPHK reHoB mox aeiicTBueM
STPBIIIIKOBOTO JIOMUHUPOBAHUS. YdYacTHE OTHUX MEXaHU3MOB y THOPHIIOB

Arabidopsis, Brassica u Triticale nogrBepxxnaercs dakrom aepenpeccun pPHK
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T'CHOB ¢ MOMoIIsI0 00padoTkn narHOuTOopoM JIHK mMeruntpancdepassi- 5-azaC (5
a3alUTUIMH), WIA WHTHOMTOPOM THCTOHAcaleTunaspl- [SA (TpuxocTtaTuH A)
(Neves et al., 1995; Chen and Pikaard, 1997; Chen et al., 1998; Lawrence et al.,
2004; Castilho et al., 1995). CoBmecTtHas obpabotka 5-azaC u  TSA He maer
JOTIOJTHUTENBHOTO 3(dekTa, uTo yka3piBaeT Ha TO, uyTo JJHK MeTmnmupoBanue u
JIealeTUINPOBAHNE TUCTOHOB SIBIITIOTCS MEXaHW3MaMH, ACHCTBYIOIIMMH Ha OJUH
¥ TOT ke myTh peryisiuu (Chen and Pikaard, 1997).

[logxoasl OOpaTHOW TEHETHKM TMO3BOJIMIM HICHTU(DUIHMPOBATH (HAKTOPHI
MoauUKAIKM XPOMaTHHA, HEOOXOIUMBIC JUISI SIIPBIIIKOBOTO JOMHUHUPOBAHUS. Y
aiorerparutonaa A. suecica, NORs, yunacinemosansasie ot A. thaliana maxomsarcs
B cocrosHuU penpeccun, Torma kak NORS cybremoma A. arenosa akTHBHO
skcrpeccupyrores (Fujimoto et al., 2011; Beaulieu et al., 2009; Chen et al., 1998;
Lewis et al., 2007). Penpeccus renoB pPHK A.thaliana mnpomcxogutr B
MMOCTAMOPHUOTCHHBI  MEPUOMA, KOPPEIHpys C TEPEXOJOM  SIPBHINICK U3
JIEKOHJICHCUPOBAHHOT'O COCTOSIHUSI B cocTOsiHMEe rerepoxpomarrHa (Pontes et al.,
2007). C ucrnosp30BaHHEM TPAHCTCHHO-UHAYIIUPYEeMbIX nHTepdepupyrommx PHK
(IRNA) 6b110 ycTaHOBIICHO, 4TO THCTOH-AeateTiiaskl HD1 u HDAG ydaBcTBYyHOT
B noxaasiieHuu dkcrpeccun pPHK. HoknayH, nim MCKyCCTBEHHOE ITOHUKEHUE
skcrnpeccun reHoB HD1 u HDAG 0b110 10CTaTOYHBIM YCIIOBUEM IS pEaKTUBAIINU
pPHK renos A.thaliana B 3penbix nucthsix pactenuid A.suecica (Lawrence et al.,
2004; Earley et al., 2006). IIpoxyktst HD1 and HDA6 nokanu3yroTcs B
SIPBIIKaX, Thae mnpoucxoautT Tpanckpunmus pPHK reHoB, dro mpemmonaraer
mpsMoe  JIeWCTBHE JTHUX TPOAYKTOB HAa yKa3aHHbIe TeHbl. DyHKIUS
TUCTOHJICAlleTHUIa3bl  3aKII0YaeTCs B JCAllCTHIMPOBAHUM psAfa JIM3UHOBBIX
amuHOKMCIOT THctoHoB H3 m H4 (Earley et al.,, 2006) u ee akTUBHOCTH
omokupyercst TSA (CM. BbIIIE), 4TO MPUBOIUT K akTuBarmu renoB pPHK. Ipyrum
MapKepoOM  penpeccupoBaHHOro  cocrosgHus  redoB  pPHK,  momumo
JIeaneTUINPOBAHHBIX OCTATKOB JIM3WHA, SBJISICTCS JUMETHIMPOBAHHBIN JM3UH B
nojoxxenuu 9 rucrona H3 (H3K9me2) (Lawrence et al., 2004). AkruBabie pPHK

I'CHBI A.arenosa CoAcpiKaT MapKCpPbI dKTHBalluu, B HaCTHOCTH,
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TPUMETIIIUPOBAHHBIN JIM3WH B 4eTBepTOM monokennu H3-rucrona (H3K4me3)
(Lawrence et al., 2004; Earley et al., 2006).

[Tomumo MoaudUKanWii THECTOHOB BaXHBIM (AaKTOPOM DIUTCHETHUECKOTO
3amonkanus reHoB pPHK sBnsercs MeTunmpoBaHue OCTaTKOB LMTO3WHA B
mouekyie JJHK (Chen and Pikaard, 1997; Preuss et al., 2008). CienyeT oTMETUTh
TECHYIO B3aMMOCBA3b Mex1y MerwimpoBanueM /IHK B mpomoTopHBIX paiioHax
pPHK renoB u ™momudukanueii TUCTOHOB: WHTMOUPOBAHUE METUIMPOBAHUS
[IMTO3MHA TPUBOAUT K CHUKXEHHIO MApKEPOB PENpPECCHU B THCTOHOBBIX OelKax,
a WHTHOMPOBAaHHE PEMPECCUPYIOIMUX MOAU(DHUKAIMI THCTOHOB  MPUBOAUT K
yMEHbIIIEHUI0 MeTuaupoBanus urto3uHa (Earley et al., 2006; Lawrence et al.,
2004). B menoMm, 3TH HAONIOACHHUS IOATBEPXKIAIOT TECHOE COMPSIKCHHE
npoueccoB MmetuwiaupoBanus JHK u Moaudukanuu rucToHOBBIX OEIKOB B
MEXaHHM3ME TPAHCKPHUIIMOHHOTO cainecudra reroB (Lawrence et al., 2004).
HenaBHo ObUTO yCTaHOBIIEHO YyuyacThe B MeTwiaupoBanun reHoB pPHK
cieayronmx Oenakos: de novo JIHK merunrpancdepazsi DRM2, koMmoHEHTOB
PHK-onocpenosannoro mermnupoBanus [IHK: RDR2 (RNA-dependent RNA
polymerase 2) u DCL3 (Dicer-like 3), a Taxke METHIIMTO3UH-CBSI3BIBAIOIINX
oenxos MBD6 (Methyl-CpG-binding domain 6) u MBD10 (Preuss et al., 2008).
[Iponecc metumupoBanusa JIHK, ocymecteissemslii DRM?2, nanpasnsercs manon
unrepdepupytomeir PHK (SIRNA), cuntes kotopoii TpedyeT aktuBHOCcTH RDR2 1
DCL3. CoOTBETCTBEHHO HOKIAyH ABYX IMOCJIEIHUX MPOIYKTOB MPUBOIUT K
OTMEHE SIAPBIIIKOBOTO JOMUHHUPOBAHMSA. DTH JaHHBIC yKa3bIBAIOT Ha TO, 4TO,
MIOMHUMO CYIPECCUHU TPAHCIIO30HOB M HEKOJUPYIOUIMX MOBTOPOB (CM.Jaliee),
SIRNA yuaBcTByeT B MexaHusMme caiecunra renoB pPHK (Preuss et al., 2008).
benok MBDI10 nokanusyercss B mpeaenax Bcero siapa, torna kak MBD6
MPEUMYIIECTBEHHO CBs3aH ¢ monuvammMmu pPHK renamm m 3Ta acconumanms
3aBucUT OT mnpucytctBus DRM?2. Ilpenmonaraercs, yto MBD6 u MBDI0,
MPUCOEIUHSSICH K METHJIMPOBAHHBIM OCTAaTKaM ITUTO3WHA, CITYXKAT MapKepaMu JjIs

MoAU(UKALUU XpoMaTHHA (TUCTOHOB), KOTOpas MPUBOAMT K TIOJIABJICHUIO
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TPAHCKPUNIIUU W (POPMUPOBAHHUIO KOHJEHCHPOBAHHOTO COCTOSHUS SIAPBIIICK

(Puc. 15) (Preuss et al., 2008).

/@—O—O—O—O—Or’ oo 0o o oMk /
TIPOMOTOP IIPOMOTOP /

NPOMOTO
N | # cﬁem:epap ciencepa reHa
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24 u siRNA
DRM2-onocpenoBannoe mermupoanue JJHK
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XpoMaTiuH KOHAEHCHpYeTCs
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/oo

Puc 15. Mogpgens PHK-nanpasienHoro werunupoBanuss reHos pPHK.
Tpanckpuniysi BHYTpPU HEKOJUPYIOMIETO creicepa (KpacHble MyHKTUPHBIC
ctpenku) wHHnuupyer upoaykmuio SIRNA ¢ momomieio RDR2 u DCL3.
[Ipenmonaraemasi AByHaAmpaBlieHHAss TPAHCKPUIIIUS BOJHM3M TPOMOTOpa TeHa
MOJKET TeHepupoBath JokanbHoe ckorieHre SIRNA (hotspot). SIRNA nanpasiser
de NnoOVO MeTHIMpOBaHUE CICHCEPHOM MOCIIEIOBATEIILHOCTH ¢ TIoMolbio DRM2.
[Ipucoenunenne MBD6 u MBD10 k merunupoBannod JIHK B coueranuum c
JCaleTUINPOBAHUEM THCTOHOB TIPUBOJWT K TMIOJABICHUIO TPAHCKPHUIIUU M|
nocieayromei kommaktusanuu xpomaruna (Preuss et al., 2008).

1.3.4.2. Ponb manoi PHK

Masas PHK wurpaer BaxxHyrO poJib B SIHUICHETUYECKUX W3MEHEHHUSX B XOJE
AJUTONOJIMIIJIONIN3AI[MU, TIOCKOJIbKY HM3MEHEHHS B  YpPOBHE  3KCIPECCHH
(maxoruienusi) 3Toit PHK HeonHOKkpaTHO HAOMIOJAMNCh Y MEXBUIOBBIX THOPUIOB
(Ha et al., 2009; Kenan-Eichler et al., 2011). BeigensiroT pa3iddHbIC KIACChI
manoit PHK, paznuuarommecst mo CTpyKType, IpU 3TOM OCHOBHBIMH SIBJISIFOTCS
manast uaTepgepupytomas PHK (SIRNA) u mukpo-PHK (MIRNA) (Zaratiegui et
al., 2007; Yang and Kuroda, 2007; Mattick et al., 2009; Carthew and Sontheimer,
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2009; Ghildiyal and Zamore, 2009). Yacts SIRNA CBsi3aHa ¢ penpeccueii TeHOB y
JIUTUIONIHBIX OpraHu3MoB, Hampumep, reHoB pPHK (cm. Beime), apyras
3HauynTenbHas dacth SIRNA yuacTByer B caillecHHre TpaHCIIO30HOB U
noBTopstonuxcs nocinenaoBatensHocteit JJTHK rerepoxpomaruna (Lippman and
Martienssen, 2004). Mexanusm jeiictBus pasnuudbix  SIRNA  cBs3an ¢
SIUTCHETUYCCKUM HM3MEHCHHEM CTPYKTYPbl XpOMAaTHHA, ITOCKOJBKY OBLIO
MOKa3aHo MX ydacTue B Moaudukaimu ructoHoB u Metwmpoaanu JJHK (Preuss
et al., 2008; Baulcombe, 2004; Lippman and Martienssen, 2004). B gactHOCTH, ¥
aoreTparuionga A. suecica mpoucxoaut HakoruieHue SIRNA B 1IEeHTpOMEpHBIX
paiionax  xpomocom renoma A. thaliana, uro Koppemupyer ¢
runiepmerwmpoBanuemM JIHK stux paiionoB (Chen et al., 2008). V nmanHOrO
aJyloTeTparuionia  uM3MeHeHus okcnpeccur  SIRNA  He  koppenupyroT ¢
AKCIIPECCHEH HEAJIMTHBHBIX TEHOB (TIPOSBIISIONIMX HEAUIMTUBHBIA XapakTep
IKCIPECCHH ), UTO yKa3biBaeT Ha TO, YTo SIRNA B OCHOBHOM Macce He y4acTBYeT B
perymsiun 5trx reHos (Ha et al., 2009).

bruta mpennoskeHa MOJENb 1030-3aBUCUMOTO, KOHTPOJHMPYIOIIETO BIUSHUS
SIRNA na npomudeparuio MD B xoae ammononumionau3anuu (Josefsson et al.,
2006). B pesynprate THOpMAM3aIMM, KojauuecTBO MarepuHckoid SIRNA B Fy
3UTr0T€ HEAOCTATOYHO JUIA MTOJHOTO KOHTPOJIA MHcepunid MO, Kak MaTepUHCKOTO,
TaK M OTIOBCKOro mnpoucxoxaenus. Pemykuus SIRNA B F; mpusomur K
aKTUBAllMM MOOWJIBHBIX JJIEMEHTOB M, KaK CIICJCTBUC, MHIAYKIIUU TeHETHYCCKOMH
HECTaOMIIPHOCTH, KOTOpasi MOXKET 00yClIaBIMBaTh HU3KYIO (DEpTHIBHOCTH aJlio-
nojummonaa (Comai et al., 2000; Wang et al., 2004). Co BpemeHeM CTaOMIBHOCTD
reHOMa BOCCTaHABJIMBACTCs, OJlarojaps COTJIACOBAHUIO CTPYKTYPHO-DIIUTCHETH-

YeCcKMX M3MeHeHWH Bo (pakuuu MD (cm. riaBy 1.3.3.) u skcmpeccun SIRNA

(Puc. 16) (Ha et al., 2009).
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——— A. thaliana x A. arenosa —EEE—
—— FOPNTPOBARTIS )
AITIOTCTPaIlIonga

(a) siRNA (b) miRNA

HECTaﬁmbHOCTb, CTAOHIBHOCTD

HH3KAA H3MeHeHHA Renpeccan MIRNA 1
RHIHECTIOCODHOCTH TeHOB-MHITIeHeT
[ CTabuIhLHOCTL TeHOMA ] [ DeHoTHNMUCCKAd BapHaIUg ]

Puc. 16 Poxp manoit PHK B dopmupoBanun ammorerpamionga A.thaliana x A.
arenosa (Ha et al., 2009).

B omimume ot SIRNA, mukpo PHK (MiRNA) u tpanc-aeiictByromas PHK
(tasiRNA; trans-acting SIRNA) omocpenyroT BapuaOeIbHOCTh AKCHPECCHH
HEaJIMTUBHBIX T€HOB MEXAy OJIM3KOPOACTBEHHBIMU BHJIaMU M B COCTaBE aJlio-
nommmionaoB (Ha et al.,, 2009). Mexanusm BiusHuss miRNA Ha skcnpeccHio
reHoB-muIlIeHe- wuHTepdepenuns c¢ MPHK, Be3bBaromas aerpaaanuio
nocnenneit (Brown et al., 2007). Jlokycsl mpeamiectBeHHHKOB MIRNA Moryt
JIMBEPTUPOBATH, KaK CIIEICTBUE TCHETUYECKUX M IMHUTCHETHYECKUX W3MEHEHUH,
nopokaass HoBble martepHbl skcmpeccun (Chen, 2007). KomOuHarwst 3Tux
JIOKYCOB Y MEXBUJOBBIX THOPHI0B M HOBBIX AJUIOMOJIUILIONIOB MPUBOAUT K IIHC-
u TpaHc- neiictByrommM d¢pdekram Ha skcrnpeccutro MIRNA. Kak pesynbrar,
ypoBeHb HakoruieHuss MIRNA mpuoOperaer HeagautuBHbIA Xapaktep (Chen,
2007), uto 0O0ycnaBiIMBaeT HEAAJAUTUBHYIO BSKCIPECCHI0 TE€HOB-MUIICHEH Yy
ruopuaoB (Wang et al., 2006). Kpome Toro, BO3MOKHBI MEKI€HOMHBIC Pa3jIHuus,
ompenensionme  pazmunylo  dddextuBHOCTE  MiRNA-omocpemoBaHHOM

cynpeccnun TOMCOJJIOTHYHBIX TCHOB. TaK, HanpuMmcep, y aJUI0TCTpalijionaa
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A.suecica ObIT BBISBICHO NpeuMyIIecTBO HekoTopbix renoB A. thaliana, mo
CpPaBHEHHUIO C COOTBETCTBYIOIUMH TeHamu A. arenosa, nist miRNA-3aBucumoro
Mexanm3ma cymnpeccun (Wang et al., 2006). 310 mpeuMyIIECTBO BO3MOXKHO
00yCIJIOBIICHO JTUBEPreHIINEH HYKJICOTHUTHBIX MocCJieI0BaTeIbHOCTEH
FOMEOJIOTUYHBIX TE€HOB M HMX BTOPUYHBIX CTPYKTYp, BIUSIOIMIHUX Ha
s dextuBHOCTL cynpeccun MPHK ¢ momombro miRNA (Long et al., 2007). B
COIJIACHH C BBICOKOHM TpeapacroiiokeHHOCThio reHoB A. thaliana k u3meHeHusIM
skcripeccun y ayutoteTparionioB (Ni et al., 2009; Wang et al., 2006), maxoxurcst
tenaeHnus MiIRNA-3aBucuMol nerpaganuu npoaykros reHos A. thaliana (Ha et
al., 2009).

VY pacreHWidi W JKMBOTHBIX MHOTHE TeHbl-mumieHn MIRNA koaupyrot
TPAHCKPUIIIMOHHBIE (AKTOPBI, WK OENKH, MMEIOIIME 3HAYeHHE JUIsl pocTa |
pasButus. Hampumep, y pacrenunii Arabidopsis miR164 CBsi3aH ¢ anonto3om, HId
nporpammupyemoii kirerouHor rudenpro (Kim et al., 2009); tasiRNA Biusier Ha
JIATEpAIbHBIA OpPraHOreHEe3 W IEpexol], OT IOBEHWIBHOM K B3pPOCJION CTaauu
passutus (Peragine et al., 2004); miR168 u MiR403 obecreynBaOT 0OpaTHYIO
cBsa3b B peryisiun ouoreneza MiIRNA (Rajagopalan et al., 2006). HeanautusHas
perymsanus >tux MIRNA 1 ux MuileHel y aulonoJuIIONI0B MOKET IPUBOINUTE
K MOSIBJIEHUIO HOBBIX (PEHOTUITUYECKUX (POPM.

Takum oOpazom, cymmupys ganuesie uzydenus manoit PHK, moxHo cienats
BBIBO/I, YTO AJUIOTIOJMIIONIBI UCIIOJIb30BANIM €€ KaK Ba)KHBIM (DaKTOp 3aIIUTHI OT
TCHETUYECKOTO KOH(MIUKTA B XOA¢ MEKBHIOBOW THOpHIM3AIMH. ITOT MEXaHU3M
sanuThl BKMoyaeT SIRNA-3aBucuMmoe mojyiepskaHiue  CTaOMJIBHOCTH T€HOMa U
MIRNA-onocpe1oBaHHYI0 BapHaIldi0 SKCIPECCHH TI'E€HOB, OO0YCIIaBJIMBAOIIYIO

(eHOTUIMHYECKOE Pa3HOOOpa3He aIONOJUILIONIHBIX BUI0B (Puc. 16).

1.3.5. N3menennst IKCIPECCUU " CTPYKTYPHO-(PYHKIMOHAJIBLHAS
AUBEPreHIUsl TOMEOJIOTNYHbIX T€eHOB
CpaBHUTENbHBI ~ aHaNU3  JKCIPECCMU  TIE€HOB Y  CHUHTETHUYECKHX

AJIJIOTIOJIUIIIONIOB M COOTBETCTBYIOIINX POJAUTENBCKUX JIMHUNA OOHApYXWJ, 4TO
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Ha (OHE aTUTUBHON dKCTpeccur OOBIIMHCTBA TE€HOB CYIIECTBYIOT PAa3IMYHbBIC
BApHAHTBl  HEQIIUTUBHOW  OJKcrpeccuu  (KOTIa CymMMapHas  OKCIPECCHs
TOMEOJIOTUYHBIX TEHOB Y THOpH/Ia HEpaBHA CPEAHEMY 3HAUCHHUIO MX IKCIIPECCUU Y
pomuteneir) (Qi et al., 2012). YactHbiM ciydyaeM MOCICAHCH SBISETCS
JOMUHUPOBAHUE OKCIIPECCHH TEHOB OJHOTO W3 POAMTENCH (OJHOCTOPOHHSIS
skcnpeccusi). OTHOCTOPOHHHUM THUI HKCIPECCHUM TOMEOJOTHYHBIX TE€HOB OBbLI
OTMEYCH Y CHHTETHUECKOro ajutorekcarionaa mienuisl (Kashkush et al., 2002;
He et al., 2003; Pumphrey et al., 2009; Akhunova et al., 2010; Qi et al., 2012), a
Takke y awiorerpamionga ximomuatauka G.hirsutum (AD-renom) (Rapp et al.,
2009; Chaudhary et al., 2009; Hovav et al., 2008; Flagel et al., 2010; Flagel and
Wendel, 2010). B nocneanem ciydae 30% TroMeOJOTHYHBIX T'€HOB IMPOSIBIISUIN
OJTHOCTOPOHHUI mnaTTepH skcnpeccur (A- wiam D-reHoM crenuuYHBIN) Ha
Pa3HBIX CTaaUsAX Pa3BUTHS WHIWBHIYAIbHBIX KJIETOK TKaHW BOJIOKHA. YTO
XapaKTepHO, OONbIIasi 4acTh 3THX TEHOB MposBisuia D-reHoMm crienuduaHbI
NaTTEPH JKCIPECCUU,- OCOOEHHOCTh TaKXKE XapaKTepHas g MPUPOIHOTO
amorerpartonna (Hovav et al., 2008; Flagel et al., 2010; Flagel and Wendel,
2010). SIBieHME OJHOCTOPOHHEH KCIPECCHH FOMEOJIOTOB OBLIO TAK)KE MOKAa3aHO
y TaKuX pacTCHWU KaK apaOuIOICUC, CaxapHBI TPOCTHHK, ajUIOTETPAILION
Cucumis X hytivus (Comai et al., 2000; Mudge et al., 2009; Zhuang and Chen,
2009). Ha Takux oOwbekTax kak xJjomdatHuk, Nicotiana u Tragopogon ObLio
MIPOJICMOHCTPUPOBAHO, YTO CABHUT DKCIPECCHU B CTOPOHY OJAHOTO W3 POIUTEICH
SBJISICTCS TKAaHECTIEIM(UYHBIM, T 3aBUCUT OT OpTaHa, CTaJNH Pa3BUTHS, a TAaKKe
OT BO3JCHCTBHS OmMoTHUeckoro/ abmormueckoro crpecca (Adams et al., 2003;
Adams et al., 2004; Chaudhary et al., 2009; Buggs et al., 2010; Dong and Adams,
2011). Cnemyer OTMETHTh, UYTO BO BCEX BBIIIC-YKa3aHHBIX padoTax
aHATM3WPOBAIMCH TPAHCKPUIITOMHBIC U3MEHEHUSI.

N3meHeHus TpaHCKPHUIIIIMK TEHOB-TOMEOJIOTOB, KaK OXHAACTCS, BIHMSICT Ha
AKCTIPECCUI0 OEJIKOB U, B KOHEUHOM cueTe, (heHotut. MccnenqoBanue cMHTETUYEC-
KOTO ayutorerparuionna B. napus obHapykuio, 4To 2/3 TOMEOIOTUYHBIX TEHOB C

aJOUTUBHBIM XapaktepoMm Jkcrnpeccun MPHK  mposBisior  HeaaauTUBHYIO
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AKCIIpeccHIo OEJIKOB, YTO YKa3bIBAa€T Ha TO, YTO U3MEHEHUS TPAHCKPUIILIUU JAJIEKO
HE Bcerga OOBACHAIT AU(GEepeHIUATBHYIO PETYIAIHNI0 OENIKOBBIX MPOIYKTOB
(mpoteomusie m3meHenwus) (Marmagne et al., 2010). [Ipyroe ucciieqoBaHmue 3TOT0
*e 00beKTa MPOCIEAUSIO TMPOTEOMHBIE M3MEHEHHsS Ha MPOTSHKEHUU YEThIpEeX
nokosnenuit (Fi-F4) mocie ckpemmBaHust U OOHAPYKHIO UX CTOXAaCTHYHOCTB, TE
CllydaiilHOE Yepe0OBaHNe SMU30/I0B CailJIecCHHTa U PEaKTUBAIlMU TPHU MEPEXOE OT
omHoro mokoienus k gpyromy (Kong et al., 2011). IIpeamonaraercs
MOTEHUHAJIbHAS POJIb MEXaHU3MOB JKchpeccun/Hakomienuss Manoi PHK
(miRNA), B mporiecce CTOXaCTHYECKON TPAHCISAIMOHHON PEryisiuu OCIKOB y
AJIONOJUILION 0B (cM. TI1. 1.3.4.2).

bruto mokazaHo, YTO B OCHOBE HW3MEHEHHUH SKCIPECCHH TE€HOB Y allio-
MOJIMIIJIONJIOB JIEKAT AIUTCHETHUYECKUE M3MEHEHHUS, B OCOOCHHOCTH, U3MEHEHUS
ypoBus metuaupoBanus JIHK (Shaked et al., 2001; Madlung et al., 2002). Tak,
oOpaboTka pactenuii 5-azaC mpuBOAWIA K TOSIBICHHUIO OOJBIIETO KOJIMYECTBA
(CHOTUIMUYCCKUX OTKJIIOHEHHUH y CHMHTETHUECKOro ayutoTerparuionga Arabidopsis
suecica, 1Mo cpaBHEHHUIO C JIUTUIOUIHBIMU poauTenbckuMu Buaamu (Madlung et al.,
2002). Dro yKka3pIBaeT HAa BaXKHOE 3HAYCHHUE DIHMICHETHYCCKMX MEXaHHU3MOB
caiiJlecMHTa B MOJIep)KaHWM OanaHca TeHOB U UX MPOJYKTOB B XOJI€ Pa3BUTHS
MOJIMTUIONAHOTO pacTeHus. OgHAKO, HE BCETAa SIUTCHETUYECKUE H3MEHEHUS
00yCIIaBIMBAIOT U3MEHEHHS SKCIPECCUM TEHOB. Y XJIOMYAaTHUKA HE BBISBIICHBI
u3MeHeHus: narrepHoB wmeTwiupoBaHus [IHK, xkotopeie Obl  0OBsCHsIN
OCOOEHHOCTH DJKCIPECCMM TOMEOJIOTHYHBIX TEHOB B COCTaBE IPHUPOIHBIX U
CHHTETHYECKUX aJIonojumionoB atoro Buaa (Liu et al., 2001). Dto yka3siBaer
Ha OTCYTCTBHE YHHBEPCAJIHLHOTO MEXaHH3Ma, KOHTPOJHPYIOIIETO SKCIPECCHIO
TC€HOB y QJUIOTIOJNUIIOWIOB; MO BUAMNMOMY, JUIsI KaXJIOTO BHJA XapaKTEPHO
cnienuduIeckoe COYeTaHHe TeHETUYECKOTO M JIHUTEeHETUYECKOTO PEryJIsiTOPHBIX
MEXaHU3MOB.

C ¢yHKIMOHATBLHOW TOYKH 3PEHUS HECKOJbKO MEXAaHU3MOB OIPEACIISIIOT
Cylb0y TOMEOJOTMYHBIX T'€HOB C MOMEHTa BO3HMKHOBEHHUS aJUJIOMOJIUILIONIA

[lepBbrit myTh- CyOQYHKIIMOHANIM3AIMS, WM pa3[eieHUue MepBOHAYAILHON
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byHKIIMM ~ MEXIy AYIUIMIIUPOBAHHBIMA TI'€HAMH, TakK dYTO o00€ KOIuu
(GYHKIIMOHAIBLHO KOMIUIEMEHTHPYIOT (HomonHsioT) apyr apyra (Force et al., 1999;
Lynch and Force, 2000). Kak nmoka3ajan MHOTOYHMCIICHHBIC UCCIICIOBAHMS, TaHHBIN
(eHOMEH XapaKTepeH I PaHHHUX CTaauil POpMHUPOBAHUS AJUIOMOJUILIONIOB H
NPUBOJUT K COXPAaHEHUIO 3HAYUTEILHOTO YHCIa T€HOB B IYIUTUIIUPOBAHHOM
cocrossunu (Puc. 17) (Adams et al., 2003; Flagel et al., 2008; Chaudhary et al.,
2009). [IlIpomecc cyOdyHKIMOHANM3AIMKM MpeodsiaaeT Haja  MPOLECCOM

SJIMMHMHAIIMK TOMCOJIOTUYHBIX TI'CHOB, KOTOpBIﬁ SABJIACTCA JOBOJIBHO PCAKHUM

(Grover et al., 2004, 2007).

Cy0dyHKRuuoHATH3aAHAA Heodyakuuaonanuzanusa
OKBHBalCHTHAs Oxcmpeccua Au D OKBUBaleHTHAA Oxenpeccnsa A u D
skcripeccud A u D Y aJUIONONIUILIORAA akcrpeccusa A u D Y aIyIONOIUILIORAA

TKaHb 1 ﬁ MOMHAR A-
¢y PYHRIHOHAIHIALNA ° 0
— YACTHYHAN A-
’ CYOPYHKIHOHANH3ALMS TOJIbKO A-3KCNpeccHs PeAKTHBALHA

¥ AHIUIOHAA D-3kcnpeccun
TKaHb 3 o ) e 0e3 HIMeHeHH
yacTHyHaa D-
TKaHb 4 ﬂ cyODYHKIHONATHIA NS ° i 0

TKaHb 5 ﬁ ToHAAD- TONBKO D-3kenpeccus PeAKTHBAHA
cyOPYHKIHOHAJIHIA LKA
¥ AHIUIOHIA A-sKcnpeccHn

Puc. 17 MexaHn3Mbl CTPYKTYPHO-(DYHKITHOHAILHOMN JTMBEPreHIUN
aymanupoBandbeix reHoB (Chaudhary et al., 2009). TIlocie oObeauHeHHs
T€HOMOB PETYJSTOPHBIE HW3MEHEHUS WHAYIUPYIOT IUBEPTEHIMI0 TaTTEPHOB
OKCIIPECCHH  aJUICTIbHBIX/TOMEOJIOTUYHBIX TE€HOB. OJTO TPHUBOAUT K CYO-
dyHKUMOHANMM3aMK (K pa3feieHu0 (QPYHKIUMM TeHa MEXIy OTACIbHBIMU
KOMUSIMHU), WIM K HeopyHKIHOHANMM3auKu (TIOSBICHUIO HOBBIX MATTEPHOB
AKCIIPECCHH OTHOCUTEIIBHO POJUTEIHCKUX BHJIOB).

B xome manpHeWmen 3BOJTIOUMM AJUIONOJUIUIONAA ITYIUIMIUPOBAHHBIE T'CHBI,
KOTOpbIE HE TOJBEPrayiuch CyOMYHKIIMOHAIM3AIUA MOTYT €IIe COXPAaHHUTHCH,
Omaromapss ~ OpUOOpPETEHHUIO  OJHOM W3  KOMMH  HOBOM  (yHKIIMHU

(reodynkrmonanu3anuu) (Force et al.,, 1999; Lynch et al., 2001). HauGomnee
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paHHHWE TPOSBICHUS HEOQYHKIIMOHATU3ANKA B Xo0jae (OPMUPOBAHHS aJlIO-
MOJUTUIOMTHOTO PAcCTeHHsI OBUTHM BIEPBbIC OOHAPYXEHBI y CHHTETHUYECKOTO
xnormyatarka (Chaudhary et al., 2009). B stoii pabore y 15 reHOB U3 8 pa3inyHbIX
TKaHel ObUTO 3aUKCHPOBAHO TOSIBICHHWE NPUHIMITHAIBHO HOBBIX MAaTTEPHOB
sKkcripeccun B mokosieHuH F; (Puc 17). B 3BOMOIMOHHON MEPCIIEKTUBE MPOIIeCC
HeO(PYHKIIMOHAIHM3AINH, TaK)Ke KaK B cllydae CyO(yHKIIMOHAIN3AINH, TTPHUBOIUT
K COXpPaHCHHIO 000X KO I'eHOB, HO TIPY ATOM HAKOIUICHUE MYyTalluii TPUBOIUT
K WX IOCTCTIICHHON JHUBEPIreHIMU JPYr OTHOCHTEIBHO npyra. Mcxoas w3 3Toro,
ciaeAyeT mpeanojiaraTh, 4YTO HauOojiee paHHUMHU SBISIOTCA COOBITHUSL CYO-
(YHKIIMOHAIM3AI[M TE€HOB M C BO3PAacTOM aJUIOMOJHUIUIONIA BO3pacTacT
BEPOATHOCTh MX HeodyHkIoHanm3auu (Rastogi and Liberles, 2005). YactHbpiM
ciiydaeM HeOo(PYHKIIMOHAIM3AIMK SIBISETCS YXOJ OT aJalTHBHOTO KOHQJIHMKTA
(EAC; escape from adaptive conflict), xots HeKoTOpbIC aBTOpPBI pacCMaTPHUBAIOT
3TOT MexaHu3M kak otaenbHbiii (Hittinger and Carroll, 2007; Des Marais and
Rausher, 2009).

W, HakoHel, TPETHI MEXaHW3M DBOJIIOIMHA T'OMEOJIOTHYHBIX T€HOB- ICEBIO-
dyHKIIMOHAIM3aIMs (KOT1a OJMH U3 TEHOB TEPsET CBOIO (DYHKIIHIO, TIPEBpaIIasiCh
B iceBored) (Adams and Wendel, 2005; Chaudhary et al., 2009).

YpoBeHb W CKOPOCTH CTPYKTYPHO-(YHKIIMOHAIHHOW JTUBEPrEeHIIMU TCHOB-
TOMEOJIOTOB TTOCJIC TTOJUTUIONN3AIINN 3HAYUTEIFHO BapbUPYET B 3aBUCUMOCTH OT
Buga. Tak, y ruOpuma A.thaliana x A.arenosa 0.4% reHoB moka3ajaud U3MEHEHUS
HaTTEPHOB SKCIPECCHHM  Cpa3y IOCJe MOJUILUIOMAM3AIMK, TOrAa KaK 3a Bpems
JTUBEPTEHITUH POJUTEIBCKUX BUIOB (1.5 MIIH JI€T) 3TH M3MEHEHHUS MPOU3OILIH Y
2.5% renoB (Comai et al., 2000). Y BHOBb-CHHTE3MPOBAaHHBIX T'€KCAILIOUIHOMN
MIICHAIIBI U TETPAILIONIHOTO XJIOMMYAaTHUKA 5% TEeHOB OBLIN CYNPECCUPOBAHBI B
TCUEHHH HECKOJIBKHMX ITOKOJIEeHHH mocie noiaumtonausanun (Kashkush et al.,
2002; He et al., 2003; Adams et al., 2004). IIpumep OBICTPO¥ IBOITIOIUK- HETABHO
c(hOpMHUPOBAHHBIN AJUTOTIOIUILIONIHBIN BHIL Tragopogon, y KOTOPOTo psiJi TEHOB
noaBeprcs cyodynknuoHanu3anuu B Teuenue 80 iet wim 40 nokonenuit (Buggs

et al., 2010).V npupoaHOT0 a/UTOTETPAILION 1a XJIOMMYaTHUKA, BO3HUKIIETO 1-2 MITH



90

JeT Hazal, W3MEHEHHMs NaTTepHOB OJKCIpeccHuu mpousonum y 25%
romeosornunbix reHoB (Adams et al 2003). AmnamoruyHbie H3MEHCHHS
MPOM3OIIIN B  XOJ€ OBOJIOIMU Yy TOJOBHHBI TOMEOJIOTMYHBIX T'€HOB
aorekcarionaHou menunsl (Pont et al., 2011). Puc, Oryza sativa, kak npumep
NaJICOTNOJUILION1a, TTOKa3al U3MEeHEHUs Ykcnpeccun 88-96% renos B Teuenuu S0-
70 maa sner (Throude et al.,, 2009). Dtu naHHBIE YKa3bpIBAIOT Ha TO, YTO
ATOTIONMIUIONIN3ANAS ~ WHAYIUPYET  OBICTpbIE  M3MEHEHHUS  JIKCIPECCHHU
(TpaHCKpUNITOMHBI IOK) Yy OOJBIIOrO 4YKCIAa TE€HOB, YTO MPUBOJUT K
PEMO/ICITMPOBAHMIO TeHHBIX ceTel u crocoboB ux peryisiuu (Flagel and Wendel,
2010). DTH u3MEHEHHUS CO3JAaI0T OCHOBY ISl CTPYKTYPHO-(DYHKIIMOHAIBHOM
JTUBEPTCHIIMM TEHOB, OOECICYMBAIONICH IMMPOKYIO aJaNTAIWI0 IOJHILIONIHBIX
pacTEHUN.

PabGoTel, HampaBiCHHBIE Ha  W3y4YeHHWE  IIOJIHOTO  TPaHCKPUIITOMA
AJUTOTIONIUTIIION/IOB TIO3BOJISIFOT OIEHWUTh M3MEHEHHSI KapTHHBI AKCIPECCUU TCHOB
B II€JIOM, OJHAKO, HE JalOT TMPEJCTaBICHUS 00 W3MEHEHHUSIX B COCTaBe
KOHKPETHBIX TE€HOB M O CBS3M O3TUX HM3MCHCHHH ¢ (DEHOTUITMYCCKUMH WU
OMOXUMUYECKUMH  TIPU3HAKAMH. [TooTromMy aHanu3  WHIUBUAYATBHBIX
TEHETUYECKUX  JIOKYCOB OCTAaeTCsi OJHUM M3 OCHOBHBIX  HallpaBJICHUUN
uccaenoBanuii B manHou o6aactu (Morimoto et al., 2005; Nomura et al., 2005;
Appleford et al., 2006; Shitsukawa et al., 2007). OcoObl1ii HHTEpEC MPEACTABISIOT
TCHBI, BHOCAIIME BKJIAJ B  pacHIMPEHHE  aJalTUBHOTO  IMOTEHITMAJa
AJUTOTIOJIUTIJION/IOB, T€HBI PA3BUTHUS U TCHBI-MHIIICHHU JIJI1 UCKYCCTBEHHOT'O O0TOOpA.
K TakoBBIM  OTHOCSTCS  T€HBI, PETYIHPYIONUE  MPOJIOJDKATEIHLHOCTD

BCTCTAIMOHHOT'O ITEpHUoaa U BPEMs IBCTCHH .

1.4. I'eHeT4ecknidi KOHTPOJIb MPOJOIKUTEIbHOCTH BereTallMOHHOIO

nepuoaa y AMILUIONAHBIX H MOJUILIOUAHBIX BHA0B BbICIIUX PACTEHUH
AKTUBHO€ H3yUYE€HHE TEHETUYECKHX MEXaHHU3MOB TI€pexojia K CTauu

[[BETCHUS] Ha MOJIENBHBIX BUAAX PACTEHUU IMO3BOJMUIIO BBISIBUTH CIOKHYIO CETh

I'CHOB, KOHTPOJUPYIOHIHUX 9TOT IICPEXO0A B 3aBMCUMOCTU OT BHCIIHHX (baKTopOB,
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TAKUX KaK TeMIleparypa W JJIMHA CBETOBOrO MHSA. Y OCHOBHOTO MOEILHOIO
oObekTa pacrenuii- Arabidopsis thaliana Obumm  uaeHTHGHUIEpPOBaHBI U
(YHKIIMOHATBLHO  OXapaKTEPU30BaHbl  KJIIOUEBBIE  TE€HBI,  OMPEACISAIOIINE
IPOAODKATEIBHOCTh  BereTanuonHoro mnepuona (He and Amasino, 2005;
Michaels, 2009). Otu kito4YeBBIC T'CHBI, WIA TEHBI- WHTETPATOPHI OOBEIUHSIOT
pa3IMYHbIC PETYIATOPHBIC KACKaIbl, NPUHUMAOIINE CUTHAJBI OT BHEHIIHHX H
BHYTPCHHUX (aKTOPOB (CHCTEMBbI T'EHOB SIPOBHM3AIlMH, YYBCTBUTEIBHOCTH K
dboTonepuoy, peakiuu Ha TuoOepesuH u ap.). [lpu onpenereHHOM coueTaHUU
pasMYHBIX (PAKTOPOB T€HBbI- HHTEIPATOPHI HEMOCPEACTBEHHO aKTHBHUPYIOT T'€HBI,
UHIyHHAPYIolIHe (OPMUPOBAHHE IIBETKOBBIX MEPUCTEM. Y aJUIOMOJUIUIOMIHBIX
pacTeHHil dTa CXeMa Perysalud 3HAYUTCIBbHO YCIOXKHSCTCS, Oaromaps
HPUCYTCTBUIO TOMEOJOTMUYHBIX KOMUH Ka)XJoro u3 TeHoB. Hmke mposemeHO
COIMOCTABJICHHE  COOTBETCTBYIONIMX MEXAHM3MOB y  JHIUIOMAHOTO Buaa A.

thaliana u y 3makoB, BK/II09as aJuIOreKCaIUIOMIHBIN BU T. aestivum.

1.4.1. TeHeTH4eCKU KOHTPOJIb BpeMeHu nuBetenus y A. thaliana

VYcnemHoe pa3sMHOKEHHE pacTeHUsI TPeOyeT CONMpPSHKEHHUsS MOMEHTa OILI0J0-
TBOPEHHSI M PA3BUTHI CEMSH C OJIATONPUSATHBIMU KIMMAaTHYECKUMU yCIOBUSAMU. B
YCIIOBUSIX YMEPEHHOTO KiMMaTa ajisi oOecreueHus] Mpolecca IBETEHUSI BECHOMN
WM JIETOM BO3HMKJIA T€HETUYECKas CUCTeMa, BOCIPUHHUMAIOIIAs CUTHAJI HU3KON
TEeMIIepaTyphbl B 3UMHUI TIEPUOJ] M TPAHCIUPYIOIIAst STOT CUTHAN B TIOBBIIICHHYIO
NPEIPACIIONOKEHHOCTh K  I[BETEHHUIO,- TMPOIIECC HM3BECTHBIM KaK SPOBHU3AIUS.
HccnenoBanusi, NMpoBeJCHHbIE Ha apaOHUIIONCHCE TMOKA3ald SIUTCHETHYECKYIO
HPUPOAY JAHHOTO (DEHOMEHA M BBISBUJIM MOJICKYJSPHBIH MEXaHH3M TOTO, Kak
KOMIIETEHTHOCTh K IIBETCHUIO, C(HOPMUpPOBAHHAS O] NIEHCTBHEM SIPOBH3AIUU
MO3BOJISIET PACTEHUIO pPEarnupoBaTh HAa BTOPOM BaXKHBIA CTHMYJ Tepexoja K
reHepaTuBHONM (aze- mimHY cBeToBOoro mHSA. OIHMM W3 KIIOUEBBIX TEHOB Yy
apabuorncuca, ONPEIEISIONMM OTBET Ha spoBuzamuio siBiasercs reH FLC
(FLOWERING LOCUS C), xotopsiii koaupyer MADS-goMeH- coaepskariuii

TPAHCKPUTIITMOHHBINA (HaKTOp, MEHUCTBYIONMIMN B KauyeCTBE pempeccopa IBETCHUS
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(Schmitz and Amasino, 2007). Okcmnpeccus FLC HaxomuTcs TOJX TECHBIM
KOHTPOJIEM psifia aKTUBATOPOB U CYMPECCOPOB (Puc. 18). OCHOBHBIM
aktuBaropom sBisercss reH  FRI (FRIGIDA), myranuu B KOTOpOM OTBEYaeT
3a OOJIBIIYIO0 YacTh BapHallMd BPEMEHH IIBETCHUS CPEAU MPHUPOIHBIX MOMYIISIIHA
apabunoncuca (LeCorre et al., 2002; Gazzani et al., 2003; Shindo et al., 2005).
Oddexr axtuBamuun FLC mnox neiictBuem FRI momunmpyer Ham cympec-
CUpYIOIIIM 3(PPEKTOM T€HOB- PETYIATOPOB aBTOHOMHOTO ITyTH, OJHAKO, MOXET
OBITh TpeoaosieH oOpatHeiM 3ddekTtoM spoBuszanuu (Schmitz and Amasino,
2007). OtBet Ha spoBu3anuto HaunmHaetcs ¢ nHAyKun reda VIN3 (VERNALIZA-
TION INSENSITIVE 3) u npuBoIuT K HEOOpaTMMOM, MUTOTHYECKU- CTAOMIIbHOM

penpeccun FLC, ¢ moMompio snurenerndeckoro mexanmsma (Puc. 18).
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Puc. 18 I'enermueckuii KOHTpOJIL BpemeHu IBeteHus y Arabidopsis thaliana
(Jung and Muller, 2009). HWuaymupyromiee BIUSHHUE TOKa3aHO CTPEIIKOM,
cynpeccupyroliee- JuHuen ¢ 4eptoil Ha koHIle. [lITpuxoBeie muHUM 0003HAYAIOT
THIIOTETUYECKHE CBs3M  (C TOYKOM Ha KOHIe- HEIOKa3aHHOE BIIMSHUE Ha
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HakoryieHue Oenka). JluHMM ¢ ToykaMm Ha 00OWMX KOHIIAX 0003HAYAIOT
MEXOCIIKOBBIC B3aMMOJICUCTBHS. 3€JICHbIE MPSMOYTOJIHbHUKA OTMEUAIOT TEHBI,
OTIpEICTISAIONINE MPUPOTHOE Pa3HOOOpa3re CPOKOB IIBETEHUS y apaduomncuca.
[lepBbIii 3Tam SMUIEHETUYECKOM CYNPECCHMM TMPOUCXOAUT IO  THUILY
MOCTTPaHCKPUIIIIMOHHOTO caitnecunra (Swiezewsky et al., 2009). C 3’-konna
FLC-rena B  HampaBlieHMHM  S5'-KOHIIa  CYUTHIBACTCS  HEKOAMPYIOIIas
antucMmbicioBas PHK, kortopas 3arem moasepraercsi mpoueccuHry. MexaHusm
ITOCIEAYIOIIETO 3aMOJIKaHMS T€HA C MOMOIIBI0 3ToM Hekoaupyromen PHK moka e
sgceH.  BeposiTHO, OH mpoucxoauT depe3 oOpazoBanue siRNA, kotopas
CBSI3BIBACTCS C KOMIUIEMeHTapHbIMU Yydactkamu MPHK, 4Tto BbI3BIBaeT ee
noclienyromyto nerpananuto. Camkenune skcnpeccun FLC Ha nmanHoM stamne ermne
HE CTOJb 3HAYMTEIIbHO M J3TOT MpOLECC SIBISAETCS OOpAaTUMBIM, IMOCKOJIBKY B
pesynpTaTe mpekparieHus spoBuzanuu dkcnpeccuss FLC BoccranaBmuBaercs
(Swiezewsky et al., 2009). [Ins 3akperieHus penpecCUpoOBaHHOTO COCTOSHUS B
MOCIEAYIONUX TOKOJICHUSAX COMAaTHYECKHUX KIETOK TpeOyeTcs BTOpOM JTarl,
CBSA3aHHBIN ¢ MOAM(UKALIEH THCTOHOBBIX OEJIKOB. bblIO MOKa3aHO, YTO B OCHOBE
snureHeTrndeckou cynpeccun FLC nexxut MeTunmpoBaHue JU3MHA B TTOJOKEHUSIX
9 u 27 rucrona H3 (Bastow et al., 2004; DeLucia et al., 2008). Ilporecc
moaudukanuu ructona H3 mnaynupyercs B pe3yiabTaTe acCOIMAIMU MPOJAYKTa
reHa VIN3 ¢ »BONIOIIMOHHO- KOHCEPBATHUBHBIM PEMPECCUPYIONUM KOMILICKCOM
oenkoB PR2 (Polycomb Repressive 2) (DeLucia et al., 2008). AHajaoru4HbIC
OCJIKOBBIC KOMIUICKCHI YYACTBYIOT B MOJACPKAHWU PEMPECCHBHOTO COCTOSHUS
IICJIOr0 psijia TEHOB PacTeHMH, XKMBOTHBIX W uenoBeka (Goodrich and Tweedie,
2002; Ringrose 2007; Schwartz and Pirrotta, 2008). B ero coctaB BXOAHUT pSiJI
OenKoB, B TOM YHMCIIe THCTOH-MeTwaTpacdepasa, a Tawke rpymma PHD (Plant
Homeo Domain finger)- 6enaxoB (VIN3 u mp.), KOTOpble OTBEUalOT 3a CaMT-
conenuduueckoe cps3pBanne ¢ xpomarunom (Li et al.,, 2006). Ilpomecc
dopmupoBanusa PR2- kommiekca B cinyyae FLC rena unnnuupyercst B coctase S'-
KOHIIeBOTO paiioHa nepBoro uaTpoHa FLC (DeLucia et al., 2008). BaxxHyto poJib B

OpPUCHTHUPOBAHUN W CBA3bIBAHHUU OCJIKOB KOMILIEKCA C ITHM paﬁOHOM urpact
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npoTsbkeHHas cMbicnoBas PHK, cunrtesupyemas BHytpu umnaTpoHa 1 (Heo and
Sung, 2010). CnemyeTr OTMETHTb, YTO 3TO MEPBbIA MpPUMEP y pPACTCHUM, TIe
II0KA3aHO y4acTHe JUIMHHBIX Hekoaupyromux Mojekyna PHK B snurenernueckon
peryiasiuud. B JaHHBIE MOMEHT HE SCHO - Kakue (akTopbl aKTUBHPYIOT
TpaHckpuniuioo obenx Hekomupyromux PHK mox nelictBuem sipoBuzanuu. K
KOHIly mnepuona spoBu3aumu PR2  KOMIUIEKC TOJHOCTBIO — 3aBeplIacT
MeTWIMpoBaHue rucroHa H3 Ha mnporsskeHun auckpetHoro painioHa FLC
(mpomoTtop, 3k30H 1, UHTpOH 1), TeM caMbIM 3aKpeIUIsis PENpPecCUPOBAHHOE
coctosinue 3toro rexa (Bastow et al., 2004). JlanHOe COCTOSIHUE COXpaHSETCS U
nocje MpeKpalleHusi BO3ACUCTBUS HU3KOW TeMIepaTypbl M 00ecleunBaeT
CHIDKeHHe ypoBHs dkcripeccun FLC, HeoOxoammoe /Ui mOCIeyomero nepexoaa
pacTteHus B (pa3y BETEHUS.

Cumxenne skcnpeccun FLC monokuTenbHO BIUSET Ha JKcmpeccuo FT
(FLOWERING LOCUS T)- rena, KOTOPbIil HHTETPUPYET BIUSHHUE TBYX OCHOBHBIX
¢axTopoB: TemnepaTypHoro (uepe3 FLC- ren) u mimHbl cBeToBoro aus (Puc. 18).
[Ipu yBenMUYeHUU MOCIEIHErO0 CUTHANI OCTYNAET Yepe3 reHbl HUPKAIHOTO pUTMa
Ha redH CO (CONSTANS), 9yTo NPUBOIMUT K IUKIMYSCKON, 3aBUCUMOM OT BPEMEHHU
cyrok aktuBanuu F7T (Puc. 18). Ilom nmedicTBeM KOPOTKOTO IHS MaKCUMyM
skcripeccun CO NPUXOAUTCA HAa HOYHOM MEpPUOJ, TOrJa Kak O] BIUSHHUEM
JUIMHHOTO JTHA 3TOT MAaKCHMyM CMEIIAeTcsi B CTOPOHY JHEBHOro mepuopa. Ha
skcnpeccuto CO-FT BnusieT He TOJBKO MPOAOHKUTENIBHOCTh, HO M KaYE€CTBEHHbIE
XapakTepuCcTUKHU cBeTa. CylIeCTBYIOT I'e€Hbl (POTOPELENTOPOB, MPOAYKTHI KOTOPBIX
YYBCTBUTENBHBI K PAa3JINYHBIM JJIMHAM BOJH BUAMMOTO crieKTpa. PoTopenenTopsl
duroxpom A wu kpuntoxpom 2 (PHYA, CRY2) pearupyroT Ha cuHMi U UHOpa-
KpacHbIil cBeT m3MeHeHueM cBoeit konpopmaru (Mockler et al. 2003). Koraa
pacTeHue MOoABEPKEHO 3TUM CIEKTPaM CBETa BO BPEMS JJIMHHOTO CBETOBOTO JIHS,
3t doTopenenTopbl cradbmwmm3upyroT CO- 0elok B sApe, CIOCOOCTBYS €ro
aKTUBHU3AIMK U, CleJ0BaTeNbHO, yernenuto sxcnpeccun FT (Turck et al., 2008;
Jackson, 2009). ®oropenentopsr PHYB, PHYD u PHYE, pearupyiomnue Ha

KpPaCHBIN CBET, OKa3bIBAIOT MPOTHBOMOJOXKHEIN 3hdext, aecrabunmusupys CO.
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OyHKIMOHANIbHBIE cBOKCTBA reHa CO MOATBEPKIAIOT TEOPETUUYECKYIO MOJEND,
KOTOpas TpernoiaraeT ONpPESICHHBIN MUKIMYECKANA PUTM UyBCTBUTECIBHOCTH
reHoB (otonepuona (Bunning, 1936). Korna cBeToBasi ak THBHOCTh COBMAJIAET C
¢da3oii HamOONBIIEH YYBCTBUTEIHHOCTH, COOTBETCTBYIOIICH MaKCHUMAaJIbHOM
skcripeccun CO,-  mpoucxoaut (OTONEPUOAMYECKUNA OTBET, CBSI3aHHBIM C
aktuBauueit FT u unaykuueit npouecca nserenus (Puc. 18).

[ToMrMMO BHENIHMX CHTHAJOB: TeMIEpaTypbl W (OTOMEpHoa Ha TMPOIECC
[[BETEHUS OKAa3bIBAIOT BJHMSIHUE BHYTPECHHHE TOPMOHAJIBHBIE CHUTHAIBI, B
YaCTHOCTH, OBUIO MOKa3aHO, 4To rudOepeumHbl (GA) YCKOpSIOT IBETCHUE Y
apabumornicuca (Landridge, 1957) (Puc. 18). Onnoit u3 mumeneit GA sBisercs
red- uaterparop SOCL, oObeuHsAIOMMIA CUTHAIBI TeMreparypHoro (depe3 FLC-
I'€H) ¥ CBETOBOTO (4Uepe3 reHbl [UpKaAHOro putMa U SVP- reH) myTeit perymisiuu.
Jlpyroii MutieHst0 uHAyIUpyomero Biausiaus GAS sisercs reH LFY (LEAFY),
AKCIIpecCHsi KOTOPOTO CTUMYJUPYETCS TMOJ BIUSHUEM »dk30oreHHOTo  GA
(Blazquez et al. 1998). JlanHbIi reH OTHOCUTCS K TeHaM UACHTHYHOCTH IIBETKOBOI
mepuctembl (floral meristem identity genes), mpoxyKThl KOTOPBIX CTUMYJIHPYIOT
IEepexXo] KJIIETOK allMKaJIbHOW MEPUCTEMBI B TEHEPATUBHbBIEC KIIETKHU LBeTKa. K 3ToM
rpymnme reHoB otHocsTces takke APl (APETALAL), FUL (FRUITFULL) u CAL
(CAULIFLOWER)- renbr apabumoricuca, OKCIOPECCHUS KOTOPBIX JTHHEWHO
BO3pacTaeT B MPOIIECCe SPOBU3ALMHM, UTO SIBISETCS HEOOXOJUMBIM YCIOBHEM IS

nepexona k nserenuto (Winfield et al., 2009) (Puc. 18).

1.4.2. TeHeTHYeCKHA KOHTPOJIb BPEMEHHU IIBETEHUS Y 3J1aKOB

Y nmeHunsl W SYMEHS TPOJODKHTEIIBHOCTh BETETAIMOHHOTO Iepruoja
onpenensiercsi Tpems ocHoBHbiMU TeHamu: VRN-1, VRN-2 u VRN-3,
KOJUPYIOIUMH TPAHCKPUIIIIMOHHBIE (AaKTOPBI PETYJSIUNA JPYTUX TEeHOB (CM.
o63oper:  Distelfeld et al., 2009; Jung, Muller, 2009). I'en VRN-1 komupyet
MADS- nomeH coxaepikamuii O€JIOK CXOJHBIA ¢ aHajJormdHbiMu Oenkamu AP1L,
FUL u CAL apabuporncuca u oOeclneunBaromuil TpaHchOpMaIui0 KIETOK

anMKaJIbHOW MEpHUCTEMBI CTeOJIT B KJICTKH TeHepaTWBHBIX Tkanew (Murai et al.,
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2003; Shitzukawa et al., 2007). Jlenerus JaHHOTO TeHA MPUBOJUT K HEOOPATUMOIA
noTepe penpoaykTuBHOM criocoOHocTH. VRN-2 nokyc oObeauHseT JBa CXOMHBIX
ZCCT- reHa, mNpPOAYKTHI KOTOPBIX COJEPKAT TIpEaArojaraéMple JTOMECHBI:
«uuHKOBBIH manem» (zinc finger) m CCT- gomeH. DTH TeHbI SBJSIOTCS
penpeccopaMu IBET€HHUs, OAHAKO, HeromosornuHbl FLC- reny apabuporicuca,
UMEIoIEMy CXOAHyl0 (QyHkuuio. [lepBoHayalbHO MpenAnoyiaransoch, 4YTO
skcrpeccuss VRN-2 mopaBisiercst sipoBusanmert B nucthax (Yan et al., 2004).
Opnako, B 0ojiee MO3IHUX HCCIEAOBAHUSAX OBUIO YCTAHOBJICHO, YTO TJIABHBIM
aerepmuHaHTOM 3Kcnpeccud VRN-2 y mimeHMnbl U SUMEHs SIBISETCA JJIMHA
ceerosoro s (Dubcovsky et al., 2006; Trevaskis et al., 2006).

VRN-3 ren xomupyer uHruobutop RAF- KuHa3bl C BBICOKOW TOMOJIOTHEH K
nponykty FT- rena apadunorncuca (Yan et al., 2006). VRN-3 Genok rnepeHocuTcs
OT JIUCThEB B ANMKAJIBHYIO MEpUCTEMY M, No100HO Oenky FT, nelcTByeT kak
WHIYKTOP IBETCHUS, 3aITyCKAIOIINA TeHbI UACHTUYHOCTH I[BETKOBOM MEPHUCTEMBI
(VRN-1) (Li and Dubcovsky, 2008). Dxkcnpeccusi VRN-3 10j10XKHTEIBHO
KOppenupyeT ¢ GOTOMeprHoIOM B MPOUCXOAUT TobKo koraa VRN-2 HaxomuTcs B
cynpeccupoBanHoMm cocrosiuuu (Distelfeld et al., 2009).

Xapakrtep B3aumoneiicteusi reHoB VRN-1, VRN-2 u VRN-3 eme npencrout
OKOHYATEJIbHO BBISICHUTH, OJHAKO, TOJIYYCHHBIC TaHHBIC CBUICTCIHCTBYIOT B
0JIb3Y MOJEIH, KOTOPYIO pa3aeisioT OoabimmHCTBO ncciemoBateneii (Distelfeld
et al., 2009; Dubcovsky et al. 2006; Trevaskis et al., 2007; Chen et al. 2014).
CormacHo 3TOM MOJICNH, TPEIOJIaracTCsl, YTO CBETO- aKTUBUpyeMbIe Pfr- popmer
oenka PhyC (romo- u rerepo-muMephl) NEUCTBYIOT B BEpPXHEH TOYKE Tpex
OCHOBHBIX Te€HETHYeCKMX myTed perymsuuu (kackaael A, B u C) (Puc. 19).
[lenTpanpHbiii Kackan (A) UMeeT caMblil 3HAYUTENbHBIA d(DPEKT HA YCKOpPEHHE
1BeTeHus noj aericteueM ¢goromnepuona. Kouseprenius PhyC- onocpenoBannoro
CBETOBOTO CHUTHAJIa U CUTHAJIOB IMPKAJIHOTO PUTMa MPUBOJMT K aKTHUBAIMS TCHA
PPD-1. Ilocnennuii, B cBoto ouepenb, aktuupyeT reH VRN-3. V mmenwuipt
npoaykt reHa VRN-3 B kjeTkax anukajibHONW MEpPUCTEMbl MOOETOB YCHUJIMBACT

skcnpeccuto  VRN-1 rena, Haxopasumierocs IMoOJ BJIHSHUEM SPOBU3ALMUA B
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KOMITETEHTHOM COCTOsSTHUU (cM. Hike). Dddextet VRN-1 TpaHCKpUTIIIMOHHOTO
dakTopa MOATrOTaBIMBAIOT Ipoiiecc TUDPEpeHIUPOBKH KIETOK MEPUCTEMBI B
HalpaBJICHUU TeHepaTHBHBIX TkaHed. PhyC Taxke MOmynHpyeT SKCIPECCHIO
renoB 1upkaanoro putMa CO1 u CO2 (Kackan B). Ponb mocneaHux y mIeHUIIbI
OKOHYATEJIbHO HE YCTAaHOBJEHA, HO MPEJIOJIAraeTcsi uX JNEeUCTBUE MO aHAJIOTHH C

neiictBuem CO rena apadumoncuca (cm. ri1. 1.4.1).

'
A4
- s kil

PHYC/PHYC and/or PHYC/PHYB b e g
®® rf @ T
= =P AKTUBALMA
g- == Cyripeccus
= VRN2 =P Y3MEHEHNE
T o \/ Tpancnaums
'9000 3
VRNI1 /70% .
T 6‘9006 H'I t-- .....
_ ~(VRN-3
====t fposu3auusa
D
\ \l GA 6uocuHTes
Q
3 v
< LFY
l LiseTeHue

Puc. 19 Mogenb perysiuu HBETEHNS Y MIIEHUIBI IO ACHCTBHEM YIIUHECHHOTO
¢doroneproma (Chen et al. 2014).

[entpanbuyto ponab B kackage C wurpaer pemnpeccop nereHus VRN-2-
(YHKIIMOHAIBHBINA, HO He CTpyKTypHbIi aHanmor FLC rena apaOunomcuca. OH
BeInosiHAeT ¢yHkuuio cynpeccopa rena VRN-3. Kak u PPD-1 ren, VRN-2
akTuBUpyeTcsi cBetoM nocpeactsoM PhyC, HO MpoayKThl 3TUX T€HOB UIPAIOT
KOHKYPHUPYIOIIYIO, MPOTUBOMOJIOKHYIO posib B Moy siiuu skcnpeccun VRN-3,-

cynpeccupytonuii  3¢dext VRN-2 B oceHHuld mnepuoa JAOMHHUPYET Haj
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aktuBupyomuM 3pdextom PPD-1, uro mpemsitctByeTr mnepexony B a3y
nBereHud. [loa BIMAHHMEM HU3ZKUX TEMIIEPATyp 3UMHEro nepuoja (SpoBU3AINM)
npoucxonut aktupanusa VRN-1 B MUCTBSIX M KIIETKaX anmuKaJIbHOM MEPUCTEMBI.
[Iponykt VRN-1 B nucThsx aeiictByeT B kauectBe pernpeccopa VRN-2. Cynpeccus
VRN-2 npuBogut k ycuieHuro uHayuupyromero BiausHus PPD-1 ma VRN-3 B
YCIOBUSX IIMHHOTO (hoTomepuoaa B BeceHHHMM mnepuoj. AxtuBamus VRN-3 B
JUCTBSIX cmocoOcTByeT panpHeimer wHAykiuu VRN-1, 3aMbikas meTsiro
aKTUBAIMH TIPOIIECCa MBETEHUS TIOJ BIUSHUEM JJIMHHOTO JHS. J|oMOTHUTEIBHBIN
kackaag D B amekce mHaynupyeT Tpanckpumniuio VRN-1, a Takke OuocuHrte3 u
Hakorienue ruboepemnaa (GA) (Pearce et al. 2013). OgHOBpeMEHHOE MPHUCYT-
ctBue nociuenHero u npoaykra VRN-1 mpuBoaut x mHaykuumu SOC-1 u LFY,
HPOTYKThI KOTOPBIX TPEOYIOTCS JIJIsl HOpMaIbHOTO pa3BuTus kojoca (Puc. 19).
Psim maHHBIX MMOKA3BIBACT, YTO MEPEX0. K a3e KOMIETCHTHOCTH K IIBETEHUIO Y
3JIaKOB OCYIIECTBIsIeTCsl Onarojapsi snureHerndeckoil momuduxanuu VRN-1
reHa, 4YTO OTJInYaeT 3ymaku ot apadbumorncuca (Oliver et al., 2009). ¥V nocnennero,
Kak OBLIO IMOKAa3aHO BBINIE, WHAYKIUS AHAJIOTMYHOW CTaIud TIPOUCXOJIUT B
pesynbrate Mmoaudukanuu FLC- rena, kotopsriit He siBnsercs optosorom VRN-1 u
BBITIOJTHSET MIPOTHUBOIIOIOKHYIO GyHKIIHIO penpeccopa LBETCHHUS.
Onurenernyeckas peryiasuus VRN-1 reHa y 371akoB noj J€HCTBUEM SApPOBU3ALIMU
npencTaBisgeT coboit oOpaTHbli omucanHoMy st FLC mporecc Bbixonma w3
COCTOSIHHSI PETIPECCHH, B KOTOPOM JIAaHHBIN I'€H HaXOJHWJICS J0 SPOBHU3aIUU. bbuTO
NnoKa3zaHo, 4yTo Mg penpeccuBHoro coctosinug VRN-1 xapaktepen BbICOKHI
YPOBEHb METHJIMPOBaHUs Ju3nuHA 27 ructoHa H3, kak u B ciiydae aHAJIOTUYHOTO
cocrosaus FLC- rena (Oliver et al., 2009). B xoxe spoBu3auuu NpoOUCXOAUT
MOCTETICHHOE JCMETIIIMPOBAaHWE JM3WHA 27 W YBEIUYCHHE METUIUPOBAHUS
mu3uHa 4 ructona H3- mMapkepa reHeTHUeCKH aKTUBHOTO COCTOSIHUSI XpOMaTHHA.
[Ipu 3TOM HUKAKUX U3MECHCHHH B YPOBHE M XapaKTepe METHIIMPOBAHUS TMCTOHA
H3 ne 6p110 BhIsiBIIeHO y TeHOB VRN-2 1 VRN-3, 4T0 MO3BOJMIO TIPEANIONIOKHUTS,
yTto VRN-1 sBisieTcsi OCHOBHON MMIIEHBIO IMUTEHETHUYECKOW PEryJslui T'€HOB

apoBuzanuu 'y 3makoB (Oliver et al., 2009). Iloka HHuYero He W3BECTHO
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OTHOCUTEIIFHO OCJIKOBBIX (DAKTOPOB, OCYIIECTBISIONINX TIPOIECC AaKTUBAIUU
VRN-1 u yyactus B sTom mporniecce Hekoaupyromet PHK. Tem He meHee, Ha
OCHOBE psi/ila KOCBEHHBIX JAaHHBIX MOXKHO CJEJIaTh MPEATIOI0KEHHE, YTO MPOIIECC
aktuBauuu (cynpeccur) VRN-1 mpoucxoauT aHaJIOTHYHO TOMY IPOIECCY,
KOTOpBIM OoJiee aetanbHO omucad B ciaydyae FLC. B yacTtHOCTH, BO MHOTUX
pabotax OBUIO MOKa3aHO Ba)KHOE 3HAYEHHE S5 -KOHIIEBOTO paiioHa TIEPBOTO
untpoHa VRN-1 B ompezenieHud 4yBCTBUTEIBLHOCTH K SpOBU3alMM. Jlenenuu B
COCTaBe 3TOTO paioHa (B mpenenax 2.8 TIH OT HaYaja WHTPOHA) B OOJBIIMHCTBE
CITyJaeB MPHUBOJIAT K TIOTEPE PEAKIIUU HA SPOBU3AIMIO U IPOBOMY THITY Pa3BUTHS
(von Zitzewitz et al., 2005; Fu et al., 2005; Cockram et al., 2007). bsuio
BBICKA3aHO TMPEAIOJOXKEHNUE, YTO OTOT PAWOH COJACPKUT HEKUWA CaWT,
OTBETCTBEHHBIN 3a TOJAJEpPKAaHHE PEMPECCUBHOTO COCTOSHHMS XpOMAaTHHA
(Trevaskis et al., 2007). Kak u B canydae FLC- rena 3ToT caliT MOXET OTBEYaTh 3a
MHUIMAIMIO CHEeNU(PUIECKOro OETKOBOr0 KOMIUIEKCA, KOTOPBIA OCYIIECTBIISICT
poLeCC METWJIMPOBAHUS (JIEMETHIMPOBAHUS) THCTOHOBBIX OEJKOB. Y sSUMEHS
ObUIO TOKa3aHO, 4TO Jefnenus B Havaie mnepBoro uHTpoHa VRN-1 cBsizana c
MOBBIIIEHHBIM OTHOCHUTEIILHBIM COJIEpKAaHUEM «aKTUBHOW» (opmbl ructoHa H3
(cwm. BBIIIE) U ¢ OOJIee BHICOKUM YPOBHEM TpaHckpumiuu 3toro rexa (Oliver et al.,
2009).

Kak u B cmygae FLC, snurenernyeckas moaudukamus VRN-1, mo Bugumomy,
SIBJISICTCSI  YCTOMYUBBIM COCTOSIHUEM, TOJACPKUBAEMBIM B TIOKOJICHHSIX COMa-
tuueckux kierok (Distelfeld et al., 2009). Dto mo3BoNIeT COXPAaHUTH MPEI-
PaCIOJIOKEHHOCTh K IBETCHHIO y O3UMBIX (POPM Ha MPOTHKEHHH JTUTEIHLHOTO
3MMHETO TIepHoJa JO TOr0 MOMEHTa, KOTJia  Y/JIMHEHHWE CBETOBOTO JHS
WHIYIHPYET MEePexo]i COOCTBEHHO K MPOIECCY MBETEHUS (KOJIOIICHU).

CymiecTByIOT JaHHbBIC, TTOKA3BIBAIOIIHNE, YTO IIOMUMO CUTHAJIOB (hoTomepuoaa
u temneparypsl B perymauun  VRN-3  (a Takke VRN-1) yuaBcTByrOT
JIOTIOJTHUTENIbHBIC CUTHAJIBI OT pa3W4yHbIX (aKTOPOB (CTpecc, BKIHOYAs
ocmotuueckuii, 3acyxa u ap.) (Nelson et al., 2007; Chen et al., 2007).

[IpoBognukamu nevictBus 3TuX (aktopoB cayxkar rensi HAP (HEME
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ACTIVATOR PROTEINS)- 6enkoB. Ykazannsie 0enku (HAP2, HAP3, HAPS) B
komiuiekce ¢ CCT pomen- comepkamumu Oenkamu (CO um VRN2), moryr
cBasbpiBaThCsl ¢ CCAAT- nuc-peryiasiTOpHbBIMU 3JEMEHTAMU ITPOMOTOPOB MHOTHX
reros, B ToM unciie VRN-3 u VRN-1 (Ben-Naim et al., 2006; Wenkel et al., 2006).
Takum o6pazom, auHamuveckoe cootTHolenune paznuuabix CCT- u HAP- 6enkos,
BXOJISIIIMX B Ka4€CTBE CyOBEIUHULl B COCTAB CIOKHBIX KOMIUJIEKCOB, ONPEEISIET
ypOBEHb TpaHCKpuIuu reHa- unrerparopa VRN-3, a, cienoBaTenbHO, MPOI0II-
KUTEIbHOCTh BET€TAI[MOHHOTO NIEpUOoa U BpeMs HACTYIICHUs! (ha3bl LIBETECHUS.

OCHOBHBIM TE€HOM (POTONEPUOANYECKON YYBCTBUTEIHHOCTH SBISETCS TEH
PPD-1, kotopslii koaupyet 0eiok- peryistop ncesmootseta (PRR) (Turner et al.,
2005). I'erst PPD gukoro THIia y MIeHHIIBI CTAHOBATCS aKTUBHBIMH TOJBKO TPU
JIOCTaTOYHOM  BO3JICUCTBMM HA pACTEHUS [UIMHHOTO JHS W SBJISIFOTCS
pPELIECCUBHBIMU IO OTHOIIEHHUIO K TOMUHAHTHBIM ayiensiM PPD, oTBeuaronum 3a
dbopmupoBanue GOTONEPHOI- HEUYBCTBUTEIBbHBIX pacTeHuil. PPD- noMuHaHTHBIE
aJUIe]IM BO3HUKIIM B pe3yibTaTe MyTalluii, MPUBOASIINX K dkcnipeccun PRR Genka
HE3aBUCUMO OT JJIMHBI CBETOBOTO JHsS. Tak, Hampumep, OCHOBHOW HMCTOYHUK
CKOPOCIIETIOCTH COPTOB TIIeHUIbl- awienb PPD-Dla, Bo3HMK B pe3yibTaTe
JeNey 2 TIH B TpoMOTOpHOM paiione reHa (Beales et al., 2007). B otiuuue ot
nmeHnnbl, y sumens H. vulgare PPD- reHpl Iukoro Twia Ha YIMHHUBIIUKCS
BECHOM CBETOBOM JIEHb pearupyroT ciabo, Torjaa Kak CIIOHTAHHBIM MYTaHT,
OTOOpaHHBIN YEIOBEKOM- JOMUHaHTHBIA amiens PPD-H1 kak pa3 pearupyer Ha
JUIMHHBIN 1eHb. Takum oOpazom, Hocutenu goMuHaHTHoro PPD-H1 y sumens-
doToTIepHONUYECKH UYYyBCTBUTEIBHBIE M B YMEPCHHBIX IIAPOTAX PaHO
konocsuecs (Turner et al., 2005).

I'east VRN-1, VRN-3 u PPD y nmieHuiibl U staMeHsi ObLTH KapTUPOBAHBI Ha
XpoMocoMax 5-i, 7-ii u 2-i rpymm, cooTBeTcTBeHHO (cM. 0030p: Kosova et al.,
2008). VRN-2 nokyc y MIeHHIBI TIOKa HE KapTUPOBAH, TOTAA KaK y SYMEHS OH
Haxonutcesa Ha xpomocome 4HL. Hapsany ¢ ocHoBHbiMu VRN n PPD- nokycamu y
NIICHUIBI U SUMEHsS ObUIM WACHTU(MUIMPOBAHBI JOMOJIHUTENbHBIE JIOKYCHI,

YYBCTBUTCIIBHBIC K I[GﬁCTBHIO CBCTa N TCMIICPATYPHI. I[OHOJ'IHI/ITGJIBHBIe JIOKYCBI
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oTrBeTta Ha (¢oTomepuo]; ObUTH YyCTaHOBJIEHBI Ha Xxpomocomax 3D (Miura and
Worland, 1994), 6D (Islam-Faridi et al., 1996) u 7BS (Khlestkina et al., 2009)
niieHubl. JlOMOMHUTENbHBIE TeHbl OTBETa Ha SPOBU3ALMIO PACIOJIOKEHBI Ha
xpomocomax 5D (Yoshida et al. 2010), 3B (Miura and Worland 1994), 7A (Law
and Worland, 1997) u 6-ii rpymme xpomocom (Islam-Faridi et al., 1996). Bouin
kapTupoBaHbl oprosiormuabie MADS- conepskamue rensl ssamens (HVVRT-2) u
rekcarutonaHoi mmmeHunbl (TaVRT-2) Ha KOPOTKHX III€Yax XpOMOCOM 7-i
rpymmel (Kane et al., 2005). Otu rensl, aHAIOTHYHO TeHy- pernpeccopy VRN-2,
CYIIPECCUPYIOTCS B XOJ€ spoBU3auu. HTEpEeCHO OTMETUTh, YTO YacTh JIOKYCOB
OTBETa Ha SPOBU3AILMIO MOTYT pearupoBath U Ha (otonepuon (Danyluk et al.,
2003; Dubcovsky et al., 2006; Szucs et al., 2006).

V 351aK0B OBUIM TaKXe BBISBJICHBI TOMOJIHUTEIbHBIC JIOKYChI, HHAYLHUPYIOLIUE
[[BETCHUE HE3aBHCHMO OT CHTHAJIOB BHEIIHeH cpeabl (eps; earliness per se).
MHOXECTBO Takux JOKycoB, a Takke QTL (JIOKychl KOJMYECTBEHHBIX
PU3HAKOB), BJIMSIONIME HA BpeMsl I[BETCHUS OBUIM KApTUPOBAHBI Yy SUMEHS
(Hackett et al., 1992; Laurie et al., 1995; Kato et al., 2002) u nenunsr (Scarth
and Law, 1983; Snape et al., 1985; Miura and Worland, 1994; Kato et al., 2002), u
IUI OTHENbHBIX JIOKYCOB OBUIM HAECHTU(ULHPOBAHBI COOTBETCTBYIOIIME T'€HbI
(Comadran et al., 2012; Zakhrabekova et al., 2012; Alvarez et al. 2016). K Tomy
e ObUIO MOKa3aHO, 4YTO, MHOTHE €pS- TeHbl MOTYT B JEHCTBUTEIHLHOCTH
NPOSIBJISITH  3aBUCUMOCTh  OT BHemHuX (akropoB (Bullrich et al., 2002;

Zakhrabekova et al., 2012).

1.4.3. 'omeosiornunbie renbl VRN-1 y MArkoi nueHuubl

BhIcokuii OTEHIMA K aanTaliy y MSITKOH MIeHMIbl Triticum aestivum u ee
IIUPOKOE PACIPOCTPAHCHNE B PA3IMYHBIX KIMMATHYECKUX YCIOBHSIX BO MHOTOM
ONpeAesaeTCss HaJIMYUeM B OJHOM TI'€HOME T'OMEOJIOTMYHBIX  T'€HOB,
KOHTPOJIMPYIOIIAX ONTHMAJILHOC BpeMsl I I[BETCHHS M CO3PEBaHMs. Ta
O0COOCHHOCTh OTHOCHTCS KO BCEM Ie€HaM, BJIMSIOIIMM Ha yKa3aHHbBIC MPHU3HAKH,

onHaKko, ocHOBHOM Bkias BHOCUT VRN-1 ren, mneiorpomnusie 3¢ GeKkTbl KOTOPOTo
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OTIPENENSAIOT MIUPOKOE Pa3HOOOpa3ue MO PANY BaXKHBIX (PU3UOIOTHYCCKUX U
onoxumuueckux mokaszatener (Jung and Muller, 2009; Diallo et al. 2014). VY
MATKOM MIIEHULBI TPUCYTCTBYIOT TpH roMeonornusbix Jokyca: VRN-AL, VRN-B1
u VRN-D1, pacnonoxxennbie B xpomocoMmax SA, 5B u 5D, coorBercTBeHHO (Law
et al., 1975; Galiba et al., 1995; Dubcovsky et al., 1998). lannas cuctema VRN-1
TCHOB SBJISIETCS APKUM MPUMEPOM CyO(yHKITMOHATU3AINY, WA (QYHKITMOHATEHON
KOMITJIEMEHTAIIMU T€HOB- TOMEOJI0roB. O3uMasi MIEHUIA COACPKUT PELIECCUBHBIE
alUle Tl B KaXJIOM W3 YKa3aHHBIX JIOKYCOB, TOTJIa KakK spoBas TMIICHHIIA, IT0
KpallHeW Mepe, B OJHOM W3 HHUX MMEET JIOMUHAHTHBIM ajuienb. JJOMAHAHTHBIN
aitens VRN-AL o0ycnaBinuBaeT MOJHYIO HEUYBCTBUTEIBHOCTh K SIPOBHU3AIUU U
SIBJIIETCS DIIMCTAaTUYECKUM MO OTHOMIECHHIO K JOMHUHAHTHEIM ayuieiisiMm VRN-B1 u
VRN-D1, xoTopbie 00ycnaBIuBaOT HEOOBIITYIO UyBCTBUTEIBHOCTD K SIPOBU3AIUU
(Pugsley, 1971). Illupokoe pa3HOOOpa3ue BPEMEHH KOJOIICHHUS Yy SPOBBIX
MIIIEHUI] OOCCIECYMBACTCS PA3IMYHBIMU COYCTAHHSIMHU JIOMHHAHTHBIX aJlJIeIeH
romeosornyHbix VRN-1 10KycoB, KOTOpBIE TaK e OKa3bIBAIOT BIMSIHUE HA BHICOTY
pacTeHmii u ypoxaitHocts (Goncharov, 2004; Stelmakh, 1993; 1998). Haubonee
PAaHHUMU IO BPEMEHH KOJIOIICHHUS SIBJSIOTCS TEHOTHUIIBI C TPEMs IOMUHAHTHBIMU
aJUIeJISIMU, OJTHAKO, OHM, KaK TMPABUIIO, SIBJISIOTCS HU3KOYpPOKaMHBIMU. ['€HOTUTIIBI
¢ neyms nomuHaHTHbIMH auteiasmMu VRN-AL u VRN-B1 (VRN-D1) cospeparot
HECKOJIbKO T03)K€ U HMMEIOT 00Jiee BBICOKYIO YyposkaiHOCThb. Hamuume ToJbKO
oanoro u3 cnadeix amenedt VRN-B1 unu VRN-D1 oGecrieunBaeT HauOOIBITYIO
no3aHecnen0cTh ApoBbix coptoB (Pugsley, 1971; Kosner and Pankova, 2004).
Cepun amneneit kaxmoro u3 VRN-1 jokycos (VRN-ALl, VRN-B1, VRN-D1)
OBLIM KJIOHHPOBAHBI U MCCJICIOBaHbI Ha MoJieKysipHoM ypoeHe (Yan et al., 2003,
2004a; Fu et al. 2005). B pe3ynbrate ObLJIO MOKAa3aHO, YTO JOMHUHAHTHBIC aJlICIIH
ATUX JIOKYCOB, 00YCIIaBIMBAOIINE TIEPEXO0/I K IPOBOH (hopMe pa3BUTHS, CBSI3aHBI C
MyTallMsIMA B COCTaBe, TJIAaBHBIM 00pa3oM, JBYX PETYISTOPHBIX paiOHOB:
MPOMOTOPHOM U TiepBoM HHTpoHE. JlomuHnanTHbie amuienu VRN-AL, cBs3aHHbIE C
MHCEPUUSAMUA WIH JENeUUsIMA B MPOMOTOPE, a TaKXKe C KpYHMHOW Jenenued B

cocraBe mHTpoHa | ObuUM oOo03HaueHbl kak VRN-Ala, VRN-Alb wu VRN-Alc,
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cootBerctBeHHo (Yan et al.,, 2004a; Mcintosh et al., 2010). Haubomuee
pacnpocTpaneHHble JoMmuHaHTHBIE ayienu JokycoB VRN-B1 u VRN-D1 (VRN-
Bla nu VRN-DIa) conmepxkar kpymHble AelelMd B WHTPOHE |, Torga Kak WX
IPOMOTOPHBIE pPAlOHBI HE OTJIMYAIOTCS OT TAaKOBBIX Y COOTBETCTBYIOIIUX
perieccuBHBIX ayuteneit atux Jokycos (Fu et al., 2005; Mclintosh et al., 2010).

[Ipeamonaraercsi, 4YTO MyTalMH B COCTaBE MPOMOTOpA WJIA NIEPBOTO MHTPOHA
VRN-1 napymaroT B3aMOJICMCTBUE C PEryJISTOPHBIMU (DaKTOpaMH, YTO MPUBOIUT
K KOHCTUTyTUBHOM »skcnpeccun VRN-1 y spoBbix ¢(opm, HE3aBUCUMO OT
Temneparypbl okpysxatomei cpeasl (Yan et al., 2003; Yan et al. 2004a; Fu et al.
2005). IlepBonauanpHo, myTamuu B coctraBe CArG- momobnoro morua VRN-1
MIPOMOTOpPA PACCMATPUBAINCh B KA4YECTBE OCHOBHBIX JICTCPMHUHAHTOB SPOBOMU
dopmbl pa3BuTus y markoi mmrenuisl (Yan et al., 2003). Oxnako mo3gHee 3TOT
MOTHUB OBLT HalJIcH WHBAPHAHTHBIM B HEKOTOPBIX TCHOTHUIIAX, OTIMYAIOIIUXCS TI0
dopme passutus (Yan et al., 2004a; von Zitzewitz et al., 2005; Pidal et al., 2009).
Kpome »TOr0o, mOCKOJNBbKY OBLJIO TOKa3aHO, YTO pAJ JOMWUHAHTHBIX aJljiesei,
COJZIep>KaT TOJNBKO Aenenuio B 1-M uHTpoHE (KpUTHUECKUN pailoH- B mpeaenax 2.8
TIH OT Hayajla UHTPOHA), TO TOCJIECIHUNA PAiOH TakKe CTaJl pacCMaTPUBATHCS B
Ka4eCTBE BAXKHOTO JCTePMHHAHTa SpoBoW (Gopmbl y mineHuisl u ssumeHs  (Fu et
al., 2005; von Zitzewitz et al., 2005; Szucs et al., 2007). Beime Obuia
npencTaBlieHa Mojenb snureHetndeckoi peryssiimuu VRN-1- rena, B kotopoi
pOJIb CBSI3bIBaHUA (DAKTOPOB MOAM(PHUKAIMA XPOMATHHA OTBOJWTCS HMMEHHO
JAHHOMY PaNoOHY.

IIpuBenennas Bbiie Mopaenb peryinaiuu VRN-1 npeanonaraer, 4dro mpu
HAJIMYUHA B TEHOME OJHOBPEMEHHO JOMHWHAHTHBIX M PEIICCCUBHBIX TOMEOaJUIeIIeH,
ToJibko JomMuHaHTHble amwienun VRN-1 Oynyt skcmpeccupoBaTtbecs B TKaHIX
pacTeHusT TpU OTCYTCTBUU  SIPOBH3AIMUA. ITO  MPEANOJOXKEHUE  OBLIO
noaTBepkaeHo B pabore Loukoianov et al. (2005) ¢ ucmonb30oBaHHEM HW30T'€HHBIX
JUHUM MSTKOM MIIEHUIBI, HECYIIMX pa3linuHble JoMuHaHTHbIe ayenn VRN-AL,
VRN-B1 u VRN-D1. B »stoii paGore ObUI MOKa3aH 0ojie€ BBICOKHUNA YPOBEHBb

skcnpeccun ayenss VRN-AL, no cpaBHEHUIO ¢ IByMs IPYTHMH I'OMEOAJUIEIISIMH,
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9TO, 1O BHIUMOMY, JIGKHUT B OCHOBE €ro JMHCTATHYECKOTO BIUSHUS Ha
dbenotunmnueckoe npospiecHue VRN-B1 u VRN-D1 (cm. Beime). B mocnegnee
BpeMs B JIUTEPATypE MOSBUIUCH PaOOTHI, TTOKA3BIBAIOIINE HAJTUYHE HECKOJIbKHX,
KaKk MUHUMYM 4-x mnapajorununbix komuii reHa VRN-AL, 4To MOXXeT oka3bIBaTh
BIIVISTHHC HA CYMMapHBIi ypOBEHb TPAHCKPUITOB OTOTO Te€HA U €ro

denoTummyeckoe nposiienue (Wiirschum et al., 2015).

3akiiroueHue K riaase 1.

AJIONONUIUIONAU3AIUS ABJISIETCS BaXKHEHITUM (DAKTOPOM SBOJIIOIIUU BBICIIUX
pacTeHul, oOeCreuuBaIONUM HMX IIMPOKYIO0 aJanTalfi0 W KOHKYPEHIHIO C
JTUTIONAHBIMU BUJAAMU. Y CIIOBHO BBIACISIIOT JBE CTaauu (OPMUPOBAHUS aljio-
MOJIMIIJIONJIOB: PaHHIOK U O0Jiee MO3HIOW (aurionau3anus). iMeHHo Ha paHHen
CTaJuy, B TCYCHUE HECKOJIbKUX IMOKOJEHUM MOCJI€ CKPEIIMBAHUS POJUTEIIHCKUX
JTUIIONAHBIX ~ BHUJOB IPOUCXOAUT BOCCTAHOBJIICHHE (DEPTUIBLHOCTU  aJljio-
MOJIMIIJION 1A, YTO OIpPEACIISIeT ero JaIbHEHUIYI0 CyIb0y B KaueCTBE HOBOTO BHIA.
OTnuyuTenbHOM OCOOEHHOCTBIO paHHEH CTaauM SABJISIETCS  pa3HOOOpaszue
[IUTOTEHETUYECKUX U JMUTCHETHMYECKNX HW3MEHEHUH, B JalibHEWIeM o00yciaB-
JUBAIOIIMX BBICOKYI0 (PEHOTHIMMYECKYIO BapuaOENbHOCTh ajulonojiumuionsa. B
ATON CBSI3W Ba)XHO TMOHSITh: B KAKOW CTENEHU JaHHbIE W3MEHEHUS SIBISIOTCS
HaIIPABJICHHBIMHU, @ B KAaKOW- CIy4YalHBIMH, KaKOBbBI MEXAHU3MBbl PEOPraHU3ALNN
OT/CJIbHBIX KOMIIOHEHTOB T€HOMa W B 4YeM 3akjitouaercss (PyHKIHOHAIBbHOE
3HaYeHUEe JTUX U3MEeHeHUH. CHUHTETUYECKUE AaJUIONOJUIUIONABl  SBJISIIOTCS
VHUKAQJIBHBIM HHCTPYMEHTOM, TIO3BOJIAIONIMM U3YYUTh Hauboliee paHHUE U
HanboJiee CYIIECTBEHHbIE JIJIsl MOCIEAYIONIEr0 BEDKUBAHUS CTaIun (POpMHUPOBAHUS
AJIOTIOUIIIIONIOB.

AHalM3 TeHOMa pacTeHWil MO3BOJWI  BBISIBUTH  PAJl  KOMIIOHEHTOB,
OTJIMYAIOIIUXCS TO CTEMEHH KOMUHWHOCTH, CTPYKTYpHOM OpraHu3aluv U
dbyHKIIMOHATBPHOMY 3HadYeHHto. Haumbosee pacnpocTpaHEHHBIM KOMIIOHEHTOM B
reHomax pacteHuit siBisarorcs MO kiacca LTR perporpancniozonoB. PaboTsl mo

AHaJIM3y paHHUX TI'CHOMHBIX U3MEHEHHUHU Y aJUIOIIOJIUIIIIONI0B paCTeHI/Iﬁ BBIIBUJIN
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aKTUBALlMI0O HEOONbIIOro KonuuecTBa MO Ha (oHE OCHOBHOM MacChl ATHX
AJIEMEHTOB, HAaXOJAUIMXCSI B HEAKTUBHOM COCTOSHHHA. MeHee U3y4eHHBIMU
SBJISIIOTCS W3MEHeHus B 93Toil ¢pakmmm reHomHod JIHK wHa Oosee mo3mamx
CTalusAX, & MUMEHHO: IPOUCXOAIT JU KaKHe-TMOO IPOLECChl PEOpraHu3aluud U
nepepacnpezneneHuss MO Mexay cyOreHomMamMu B COCTaBE LIUTOJIOTUYECKU
CTaOWJIBHBIX, (PEPTHIBHBIX aJUIOMOJUIUIONIOB UM Kakoe (PYHKIIMOHAIbHOE
3HAYECHHUE UMEIOT 3TH U3MEHEHUs?

JIpyroil BaXKHBIMI KOMIIOHEHT- TaHJAEMHO- OPTraHU30BAHHBIE ITOCIENOBATENb-
Hoctn JIHK. bonpmiyro 4acte M3 HHMX COCTAaBISIFOT CATEJUINTHBIE ITOBTOPBI
reTepoXpoMaTuHa, KOTOpble, KaK MOKa3alu MpeAblAylIie padoThl, MOJBEPraroTcs
KOJJMYECTBEHHBIM H3MEHEHUSIM B COCTaBe ajuiononumionaoB. [lpeacrout
BBISICHUTh 3HAYEHHE 3TUX W3MEHEHHU JUIsI TEHOMa- HOCAT JIM OHU JIOKaJIbHBIN
XapaKkTep, WM >KE€ 3aTpParuBalOT M JpPyrue KOMIIOHEHThI T€HOMa B paMKax
MacIITaOHBIX TEHOMHBIX mepecTpoek? OrpoMHoe (YyHKUHOHAIBHOE 3HAYECHUE
UMEIOT TaHJIEMHbIE TOBTOPBI, KOJUPYIOUIHNE CTPYKTYPHBIE 3JIEMEHTHI OEJOK-
cunTesupyroniero annapara kietku (reasl pPHK, TPHK u np.). Ilpennonaraercs,
4TO MOAJEp)KaHWe HU30BITOYHOIO  KOJMYECTBAa JIaHHBIX TI€HOB M HX
(yHKIIMOHAJbHAST OJKCIUIyaTalluss B COCTaBe aJUIONOJIMILUIOMIHOTO TE€HOMa
ABJISIETCS] HEBBITOJHOM JJIA KJIETKH M OpraHu3Ma ¢ TOYKH 3PEHHUS SHEPTeTUYECKHUX
3arpar. B cinydgae renoB NOR, komupyrommx 45S pubocomanbnyto PHK, sta
npobsiema pemaercs, Onarogaps (EHOMEHY <«SIAPBIIIKOBOTO JOMHUHUPOBAHUSY,
WU CYNIPECCUM T€HOB OAHOTO M3 poaurtenei. OIHAKO, 10 CUX MOP HEU3BECTHO:
KaKOBBI MEXaHU3MbI ATON N30MPATETHbHON CYNPECCUH, MOABEPTaeTCs JIU yKa3aHHas
4acTh N'€HOMa KaKUM-JIMOO CTPYKTYpPHBIM peOpraHu3alisM, HauuHas C paHHUX
CTaJAMI AJIOTOIUIUION N3N

DOBOMIONUS  AJUTONOJIMILIONIOB Ha CTaaud CHOPMHPOBAHHOTO, (HEPTHIBHOTO
OpraHu3Ma XapaKTepU3YyIOTCS HENPEPBIBHBIMU NPOLECCAMU  JAUILUIOMAN3ALNN
reHOMa, CBSI3AHHBIMH C PEAYKLHEH ero pasMepa U CTPYKTypHO-(QYHKIIMOHATIBHON
JUBEPIeHIMEN TOMEOJIOTHYHBIX TI'eHOB. I[lepBOHauyanbHBIMM IPU3HAKAMU JTOU

AUBCPICHINU SABJIIFOTCA M3MCHCHHA OSIIMICHCTUYCCKOI'O CTaryCa M IIaTTCPHOB
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AKCIPECCUU TEHOB, MPUBOISIINE K HEATUTUBHBIM 3P (heKTaM U JOMUHUPOBAHHUIO
T€X WU JPYTUX TEHOB- TOMEOJOrOB B PA3JIMYHBIX TKAHAX TMOJHUILJIOUIHOTO
pacTeHusi. DTU COOBITHSA B JAJILHEUINIEM MPHUBOIAT K CTPYKTYPHOU JAWBEPTEHIIUN
I€HOB, KOTOpas 3akpervisieT HOBbIe, aJalNTUBHO-3HAYMMBIE  TATTEPHBI UX
aKcnpeccuu (cyo- u Heo- pyHKuMoHanu3anus). [lonnmanue Toro,- Kakum o0pazom
CTPYKTYpHasi JTUBEPICHINS TOMEOJOTHYHBIX T€HOB MPHBOAUT K PACIHIMPEHUIO
CIIEKTpa MPOSBICHUS TOTO WJIM UHOTO (DEHOTUITMYECKOTO MpHU3HAKA MPEACTaBISAET
MHTEPEC KAK C IBOJIOLMOHHOW, TaK M C T€HETUKO-CEJIEKIIMOHHOW TOYKH 3PEHUS.
Oco00EHHO ATO KacaeTcs TAKOro BaKHEHIIETo (hM3MOJOTHYECKOTO MPU3HAKA KaK
IPOJOJDKUTEIBPHOCTh BEreTAIlMOHHOTO TMEepUO/ia M CBSA3aHHOTO C HUM CpOKa
nBereHus (kosomeHus). Kilo4eByr0 pojib B KOHTPOJIC JIAHHOTO IpH3HAKa Y
3JIAKOBBIX PACTCHUH, B YACTHOCTH, Y MSATKOW MIICHHIBI T. aeStivum UrparoT reHsbl
apoBuzau VRN-1.

Takum oOpa3om, HacTosfias padoTa HampamjicHAa, HA BBISBICHHE U aHAIU3
T€HOMHBIX M3MEHEHHI B XOJI€ ABOJIIOIMU AJUIOMOJIMIIJIONIOB 3JIaKOB, BKJIFOUAs
MIIICHUITY, KaK OCHOBHOW OOBEKT. MHUIIEHBIO IS HCCICIOBAHUS SBISIIOTCS
pazIUYHbBIE 1O CBOEW OpraHu3alu W (QYHKIMOHAIBHOM PO KOMITIOHEHTHI
reHoMa: JUCTIEPrUPOBAHHBIC BBICOKO-TIOBTOPSIOIIMECS mochenoBaTenbHocTd LTR
PETPOTPAHCIIO30HOB, YMEPEHHO-TIOBTOPSIONINECS TAHAEMHBIC IMOBTOPBI, B TOM
9ucIie, KOAUPYIoue OCHOBHOM KoMmmoHeHT pubocom- pPHK, a Ttaxke renst VRN-
1, kak MoAeNb NIl M3Y4YEHUs MpoIecca AUBEPTCHIIMA TOMEOJIIOTHYHBIX T'CHOB B

X0JI€ aJIJIOMOJIUILIONIN3AIIHH.
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I'JIABA 2. MATEPUAJIbBI U METO/1bI
2.1. PacTtuTeibHBIIN MaTepuaJl

JInst ananusa BeICOKOMOBTOpstomMXcs nocneaoBarenbHocterd JJHK B renomax
JUIUTOMIHBIX M MOJUIUIOMAHBIX BHAOB puca komiuiekca Oryza officinalis
UCIOJIb30BAIM  KOJUIEKIMIO BHIOB u3 HanmonansHoro WHceTuTyTa arpo-
ouonornueckux pecypcoB (Ilyky0a, SAmonus) (Tabmn. 1 mpuioxeHus).

Marepuan CHHTETHUYECKHX aJUIONOJMIUIONAOB MEXAY MPEeACTaBUTEISIMU
ponoB Triticum wu Aegilops mo6e3no mnpemocraBun [Ipod. M. Denpaman
(Uuctutytr Beitpmana, M3pauns) (Tabn. 3). Meroauka MONy4eHHUS YKa3aHHbBIX
AJJIOTIOJIUIION/IOB JIeTalbHO omnucaHa B padote Ozkan et al. (2001). Pactenus Fy
(So), momydeHHBIE B pe3yibTaTe THOPHIU3AIUN W IOCIEAYIONICTO YIBOCHHS
XpPOMOCOM (KOJIXULIMHUPOBAHUE), MOJABEPTAINCh CAMOOIBUICHNIO. B pesynbrare
OBUIM TOMYYEeHBl PACTeHUS S;, KOTOPhIE CHOBAa CaMOOIBUISIINCH C 00pa3oBaHUEM

IMOKOJIEHUS S, U TakK Jaliee.

Tabn. 3 Mcnonb30BaHHbIE B pab0TE€ CHHTETUYECKUE aUTOMOIUILIONABI Triticum X
Aegilops.

AJLJTONOJIMTLIION]T IInouxnocTns I'enomMHBbIii H3yuennsbie
cocTaB MoKoJieHus (4Y-J10 pacTeHuii)
Triticum urartu TLO5 X 4X AAS'S' S:(3)

Aegilops longissima TMUOQG6

Aegilops umbellulata TUO4 x 4X uus's' S,(3), S3(2)
Aegilops sharonensis THO1

Triticum urartu TMU38 x 4X AADD S,(5), S3(10)
Aegilops tauschii TQ27

Triticum dicoccoides TTD20 x 6X BBAADD S,(3), S3(2)
Aegilops tauschii TQ27

! Denomubie hopmytsl nansl B cootsercTeur ¢ Feldman (2001).



Jlnst uccnenoBanusi CTPYKTYPHO-(DYHKITMOHAIBHON OpTaHU3aIuu Pa3TuIHBIX
amnenerr mokyca VRN-1 B cocTaBe ajuiorekcaryiOMIHOW IMIICHHUIBI T.aestivum
OBLTM MICTIOJIb30BaHbI M30TCHHBIC JIMHUM TIIEHUITBI HA OCHOBE copTa «besocrtas

l», mnomnydyeHHble B JabOpaTOpuu XPOMOCOMHOW uHKeHepuu WHcTtHuTyTa
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utosioruu u reHetuku CO PAH (MIJUT" COPAH, HoBocubupck) (tadm. 4).

Ta0n. 4 M3orennblie TMHUK U THOpHIBI T.aeStivum, ucmoabp30BaHHbIC B paboTe

HasBaHue Omnucanue (CchLIKa) VRN-1 renotun JloMuHaHTHBIE
VRN-1 amtenu

‘be3ocras 1’ O3umbliit copT vrn-Alvrn-Blvrn-D1 OTtcyTcTBYIOT

(Bz1)

i:Bz1VRN-Bla NIL (pexyppeHTHBIH poau- vrn-Al1Vrn-Blvrn-D1 VRN-Bla
tens ‘Bz1°, noHop — (romo3uror.)
‘Diamant 2’; Efremova et al.
2011)

i:Bz1VRN-B1c NIL (pexyppeHTHBIH poau- vrn-Al1Vrn-Blvrn-D1 VRN-Blc
tens ‘Bz1°, noHop — (romo3uror.)
‘Caparosckas 29’; Efremova
etal. 2011)

i:Bz1VRN-A1 NIL (pexyppeHTHBIi poiu- Vrn-Alvrn-Blvrn-D1 VRN-Ala
tens ‘Bz1’, nonop — ‘Triple (romo3uror.)
DirkD’; Emtseva et al. 2012b)

F F, ruOpuHbie pacTeHus OT vrn-A1Vrn-Blvrn-D1 VRN-Bla/VRN-Blc

ckperuBanus i:Bz1Vrn-Bla /
i:Bz1Vrn-Blc (Emtseva et al.
2012a)

(rerepo3urort.)

Hynnu-teTpacoMHbIe M JICJICIMOHHBIC JTHHUM MSTKOM MIIeHHIBl 1. aestivum
Ha ocHOoBe copta “Chinese Spring” mo6e3no npemocraBun Ilpod. b. T'mmn
(Kanzacckuii Yauepcuter, CIIA). DT nauHuM ObUIM HUCHOJIB30BAHBI IS
aHaiM3a XpoMocoMHON Jokamu3anuu kioHa BAC 112D20 B reHome Msrkoi

MIIEHUIIBI, a TaKXKe JUIsl OLICHKU XPOMOCOMHOM CHEeu(UUHOCTU TpaiMepoB K

paznuunbiM romeosnioraMm VRN-1.




109

Jiis anammza VRN-1/ PPD-D1 reHoTunoB ObutH KCIIOIB30BaHBI EBponieiickue
ApOBbIE COpTa MATKOW TNIIeHUIbl U3 Kosuiekiuu DenepanbHoro ['enbanka
WNHcTruTyTa reHETUKH U MCClleoBaHus KyabTypHbIX pactenui (IPK, I'arepcieden)
U poccuiickue copTa u3 koyekuun Mucrturyra murtonoruu u reHetuku CO PAH
(Tabu1. 2 TpUITOKEHHUS).

AHanu3 amiensHOro pasHooOpasusi reHoB VRN-1 y TerpaniongHbIX BHIOB
nmenunpl: T. dicoccoides Thell (BBAA), T. araraticum Jakubz. (GGAA) u T.
timopheevii  Zhuk. (GGAA) W w©X JIUIUIOWAHBIX MPEIINICCTBCHHHKOB: 1.
monococcum L. (AA), T. boeoticum Boiss. (AA), T. urartu Tum. ex Gandil. (AA)
u Ae. speltoides Tausch (BB/GG) mpoBoamics ¢ HCIOJb30BaHHEM BBIOOPKH
00pa3IoB, OTOOpaHHBIX M3 KOJUIEKIUMNH MHCTUTyTa T€HETUKH W HUCCIEHOBAHUS
KylbTYpHBIX pactenuii (I'atepcieden, ['epmanus), renbanka ICARDA (Cupust) u
Bcepoccuiickoro MHCTUTYTa T€HETHYECKHMX PECYpCOB pacTeHUMi WM. BaBuiosa

(Cankr-IletepOypr, Poccust) (Tabim. 3. mpuioxeHus).

2.2. Hykseoruanbie nmociaenosareabHoctu, JIHK-300a1b1 1 npaiiMepbl

Jns  aHaim3a  CTPYKTYpHOM  OpPraHM3allMd  BBICOKOIOBTOPSIOLIMXCSA
MOCJICIOBATEIBHOCTE B TEHOMAax pas3Iu4HbIX BUAOB puca (komruieke O.
officinalis) mamu OblTa KJIOHMpPOBaHA W UCIOJb30BaHA B KavyeCTBE 30HIA
nocienosareiabHOCTh POe49 u3 renoma O.eichingeri, conepxamas ygactok INT-
noMeHa gypsy-nogobnoro LTR perporpancnosona (Shcherban et al., 2000). B
JTanbHEHIIEM, OCHOBBIBAsCh Ha €€  TEePBUYHOM  CTPYKType,  ObLIH
CKOHCTPYHUPOBAHBI Crienu(prueckue nmpaiMepsl: 5-CAARGGATGYCGRGANTGYCARC-3
U 5-YTCNGAYTGNCCRTCNGTYTGNGG-3" s TTIP- ammnmudukanuy roMoaoruaHbIX
MOCJIEIOBATEILHOCTE W3  JPYrMX BHJAOB  YKa3aHHOTO  KOMIUIEKCA U
MOCJICIYIOIIETO aHajIi3a uX MepBuuHON cTpykTyphl (Shcherban et al., 2001).

Jns ananmu3a peopranmzauuu reHomHon JIHK y cuHTeTMUeckux amio-
MOJIUTUIONIOB TIIIEHUIBI ObUIM UCIOJIb30BaHbl CuHTe3upoBanHbie B WUlul" CO
PAH 23 npaiimMepa k ciaydaitHo-amiuirdumupyemoii monmmopduoi JTHK (random

amplified polymorphic DNA; RAPD) (ta6bn. 4 npunoxenus). bpuim Takxke
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WCIIOJIb30BaHbl  pa3pab0OTaHHBIC  paHee  NIpakMepsl K TEIIOMEPHBIM/
CyOTeIIOMEPHBIM TOcienoBaTeIbHOCTIM 31akoB: Tel, SplL, SplR, Sp52L, Sp52R,
TrsAL, TrsAR, TrsBL, TrsBR, TrsCL, TrsCR (cunre3uposansl B «Life Tech Co»,
Snonus) (Salina et al.,, 2004a). Ilpaiimepsl k 23 MukpocareUIUTHBIM (SSR)
mapkepam Xgwm (Roeder et al., 1998) mo0e3no npenoctaBuia 1okT. M. Pénep
(IPK, T'arepciieben). Ilpaiimepsr Sa234 (5'-CAACTAGACGGAGGAAGTAAC-3") u
Sa237 (5'-CAACTAGACGGCGTGCTTCTG-3") Obutn pa3paOOoTaHbl B HACTOSILEH
pabote (Illep6ans u ap. 2007).

B kadecTBe 30HI0B MJi1 aHalu3a PUOOCOMAIBHBIX T€HOB Yy CHUHTETUYECKHUX
QJIJTOTIOJTMILIIONIOB OBLITM MCTIOJIB30BaHBl KJIOHUPOBAHHBIC TOCIIECIOBATEIIEHOCTH:
noBTopstomieics enuauibl 45S p/IHK mmenuner T.aestivum- pTa7l (Gerlach and
Bedbrook, 1979) u nosropstomeiics equannbl 5S p/IHK Toro e reroma- pTa794
(Gerlach and Dyer, 1980).

Ha ocHOBEe W3BECTHBIX MOCIEIOBATEIBHOCTEN 45S pPHK renHos
Ae.umbellulata u Ae.sharonensis, BbigeneHHBIX #3 OaHka ga"HHbix NCBI

(http://www.ncbi.nih.gov), B HacTosmield pabore OBUIM CKOHCTPYHPOBAHBI

cnernupuueckue mpaitmeps! (cuHTesupoansl B OO0 «buoccer», HoBocubupck)
U1 aMIUTUUKAITIH BHEIITHUX TPAHCKPUOUPYEMBIX CIIEWCEPHBIX
nocnenoBareabHocteir (ETS; external transcribed spacer sequences): Pl: 5'-
ATGGTCAAGAAACGGTGCC-3'; Pll: 5'-ACGCCCATCCTTTCCCAAC-3'; PIIl: 5'-
AACGGTGTCCCTCGAATGTC-3’; PIV: 5-TTGGGTCAGAATTTCACTTGG-3'; PV:
5'-TGACTACTGGCAGGATCAAC-3'.

[TepBonauanbhblii ckpuHuHr BAC-OuOmmorekn T. aestivum copra «Penan»
(Chalhoub et al., 2004), mpoBeIeHHBIH ¢ MCIOJIH30BAHUEM TaHJESMHBIX ITOBTOPOB
Speltl u Spelt52 mo3Bosua 0ToOpaTh psij KIOHOB, HMEIOIIUX MPEUMYIIECCTBEHHO
CyOTCIIOMEpHYIO JIOKaJIM3aIuio Ha xpoMocoMax (Sergeeva et al. 2010). Onnako,
o pesynbraram FISH, cpean 3tix BAC-ki10HOB 1Ba MMeENH TUCTIEPTHPOBAHHOE
pacnpenenenne Ha xpomocoMax B- m D- renmoma T. aestivum: BAC- kioHbI

2383A24 u 112D20, cooTtBercTBeHHO. B manHOW pabotre OBLIO MPOBEIEHO
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CyOKJIIOHMpPOBaHME M TMOJHBIA aHanu3 MepBUYHOM CTpykTypsl BAC-kioHa
112D20.

Hnsa  avmmnudukanud — paioHOB, (IAHKUPYIOIIMX CaWThl  BCTPAUBaHUS
perporpancmnos3ona Lila B coctae BAC-knona 112D20, cnetmduynoro mis D-
reHoMa, OBbUIM CKOHCTPYHpOBaHbl crenudpudyeckue mpaimepsl. Jlforward/
Jlreverse (J1F, 5'-ccaTAaccacaccaaccacee-3' B JIR, 5'-TTTGGCTTTCTTCAAGAGGG-3')
u J2forward/ J2reverse (J2F, 5-ctTtatccceTTTCcCcAGGeAc-3t o J2R, 5
CGAGCAAATTGCAGTCCAAC-3').

Jlns Beigenenus: paznuunbix aimieneit VRN-B1 rena u3 m30reHHbBIX JUHUM U
pa3IMYHBIX COPTOB MSTKOH MIICHUIBI 1. a@estivum, ObuT TpPOBENEH IMOHCK H
CpaBHEHHE TOMOJIOTHYHBIX MOCIEAOBATEIBHOCTEH M3 0a3 JaHHBIX, BKIIOYAIOIINX
IPOMOTOPHBI U KOJUPYIOIIMKA paloHbl (HOMEpa IOCJEeI0BATEIbHOCTEN B
I'enbanke: AY747602, AY747603, AY747604), mim mpOMOTOPHBIA M YaCTHYHBIN
kogupyromuid paiion (AY616453, AY616456). Ha ocHOBaHWM 3TOTO CpaBHEHHS
OBLTM  CKOHCTPYHMPOBAHBI ~CHENU(pUYECKUE TMpanMepsl I aMIUTUGUKAIIH
npomoTtopHoro paiioHa VRN-B1 B npenenax 1 tnH ot ctaptoBoro kojaoHa (Prl: 5'-
TACCCCTGCTACCAGTGCCT-3; Pr2: 5-GGCCAACCCTACACCCCAAG-3) u
nepBoro wWHTpoHa anuHoM ~ 3 ToH (Intrl: 5-ATCATCTTCTCCACCAAGGG-3’;
Intr2: 5"-GCGCTCATACCGTTCAAGAA-3"). [Iis BBIAEACHUS OCTaBIIEHCS YacTH
reHa, BKJIIOYAIONIEH BCE OK30HBI M MPOMEXKYTOUHbIE MHTPOHBI  OBLIH
CKOHCTpYHpOBaHbl mpaiiMepbl: €ex2d: 5'-TTCTTGAACGGTATGAGCGCTAC-3',
ex3r: 5'-CCTTCGCCTTCAGTTTCCTA-3"; ex3d: 5-TAGGAAACTGAAGGCGAAGG
-3'; ex8r: 5'- GCCCTTCAGCCGTTGATGTGGCTA-3' (Puc. 41).

Hns  ananmuza oskcnpeccun  TeHoB VRN-B1 u VRN-2 ¢ momomisio
konuuectBeHHOW OT-III[P Obut wmcmonb30BaHbl crenupUYEcCKUe IpaMepsl,
CKOHCTPYMPOBaHHbBIE HA OCHOBE KOJUPYIOLIUX TocieaoBaTenbHocTel reHoB VRN-
Al (AY747600, AY188331, JF965395, JF965396), VRN-B1 (AY747602,
AYT747603, AY747604) u VRN-D1 (AY747605, AY747606, AB 630964,

AB630963). Jl11s o11eHKH reHOM- CIIelU(UIHOCTH MpaiMephl ObLTA TECTUPOBAHBI
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Ha HYJUTU-TETPAcOMHBIX JMHUIX T. aestivum copt ‘Chinese Spring’ (Shcherban et
al. 2013).

Jlna aHanusa BHYTpHU- U MeXBUI0BOro nonumopdusma renos VRN-1 u PPD-
D1 y npencraButeneir pogo Triticum u Aegilops pasHoro ypoBHS IJIOMIHOCTH
OBUTH KCIIOJIB30BaHBl CHENU(PUUECKUE MpaliMepbl K OCHOBHBIM PETYISTOPHBIM
paifoHaM STHX T€HOB- IPOMOTOPY, U epBoMy UHTpoHY (Taour. 5).

Taou. 5 TP mapkeps! mist naeHTudukanuu pa3inanabix amieneid renoB VRN-1 u PPD-D1

IIP- Paiion rena Ipaiivepsl (5'—3'") Annenn(u)* OsxupnaeMbl T oTxkHra CeblIkn
Mapkep i pasmep e
npo- AYKTa
(1mH)
VRN-A1 ITpomoTtop+ Vm1AF: GAAAGGAAAAATTCTGCTCG Vrn-Ala 876 n 965 50.0 Yan et al. 2004a
1-it 5K30H IntlR: GCAGGAAATCGAAATCGAAG vrn-Al 734
+Havano Vrn-Alb 714
HHTpOHA 1 Vrn-Ald 680
Vrn-Alh 734
Vrn-Alfl 733
VRN-A1f 655
VRN-A1 1-it uHTpOH Ex1/C/F: GTTCTCCACCGAGTCATGGT Vrn-Alc ~500 55.6 Fu et al. 2005
JeTenust Intrl/A/R3: Vrn-AlL
AAGTAAGACAACACGAATGTGAGA
VRN-A1l 1-if uHTpOH Intrl: ATCATCTTCTCCACCAAGGG Vrn-Alins 1980 50.0 Shcherban et al.
nHceprus 0.5 Intrl-ins1R: AATGAACAGCACGGAAACAG vrn-Al 1476 2015a
TITH
VRN-A1 1-it uaTpOH Indel(-)F: CGCTCTTATATTTGTTTACCAGGG VRN-Alins2 1025 50.0 Shcherban et al.
nHcepuust 1.4 Indel(-)R: GGGTCAACTATTCTGTGGAG vrn-Al HET 2015a
TITH MPOALYKTa
OtcyTcTBHE 1-it unTpOH Intr1/C/F: GCACTCCTAACCCACTAACC vrn-Al mwn 1068 56.0 Fu et al. 2005
JIeJIenH B Intrl/AB/R: TCATCCATCATCAAGGCAAA Vrn-Al
VRN-A1 (mmpomoTop)
VRN-A1 1-it urTpoH Intr 1: ATCATCTTCTCCACCAAGGG VRN-ALf 1480 50.0 Shcherban et al.
HHCEpPLHS IntrlinsR : AATGAACAGCACGGAAACAG Vrn-Alf-ins 1910 2016b
MITE Vrn-Alf-
delfins
VRN-A1 1-it uHTpOH Intrl/AJF2 : VRN-A1f-del ~2500 56.0 Shcherban et al.
nenerms 2.7 AGCCTCCACGGTTTGAAAGTAA Vrn-Alf- 2016b
TIH Intr4: GCGCCATTAGGGAGGCACTT del/ins
VRN-B1 Ipomotop P2: TACCCCTGCTACCAGTGCCT vrn-B1/G1, 968 55.0 Shcherban et al.
T. dicoccoides P5: GGCCAACCCTACACCCCAAG Vrn-B1/G1 2015a
wi VRN-G1 (uuTpOH)
Timopheevii VRN-Gla ~1100
VRN-B1(G1) IIpomotop P8: CTAGGACTGGCGAGTATCTT vrn-B1/G1, ~900 55.0 Shcherban et al.
Ae. speltoides P10: GAGAACCGGGCCAACCCTAC Vrn-B1/G1 2016b
(unTpOH)
OrcyrcTBue 1-it uHTpOH Intrl/B/F: CAAGTGGAACGGTTAGGACA vrn-B1 win 1149 56.4 Fu et al. 2005
JieNey B i Ex1/C/F: GTTCTCCACCGAGTCATGGT Vrn-B1 i ~1500
VRN-BI(G1) (mpomotop)
Intrl/B/R4:
CAAATGAAAAGGAATGAGAGCA
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VRN-D1 1-finmtpor | Intrl/D/F: GTTGTCTGCCTCATCAAATCC vrn-Dla 1671 61.0 Fu et al. 2005

ferterus Intr1/D/R3: GGTCACTGGTGGTCTGTGC

OtcyToTBHe l-inntpon | Intrl/D/F: GTTGTCTGCCTCATCAAATCC vrn-D1 997 61.0 Fu et al. 2005

JleNewu B Intr1/D/R4: AAMATGAAAAGGAACGAGAGCG

VRN-D1

PPD-D1 TIpomotop Ppd-D1_F: ACGCCTCCCACTACACTG Ppd-Dla 288 54.0 Beales et al.

MapKep Ppd-D1_R1: GTTGGTTCAAACAGAGAGC ppd-D1b 414 2007
Ppd-D1_R2: CACTGGTGGTAGCTGAGATT

*pereccuBHbIe awtend- Vin (ppd); momunanTtHbie- Vrn (Ppd); anienu ¢ HeyCTaHOBICHHBIM BIUSHHEM Ha THIT pa3BuTus- VRN

KoncTpynpoBanne  BcexX  yKa3aHHbIX B JTOM  TJIaB€  IPalMEpPOB

OCYIIIECTBIISIIOCH ¢ MOMOIILI0 KoMmbioTepHoi nmporpammel OLIGO (Rychlik and

Rhoads, 1989).

2.3. Beinenenne /IHK pacrenuii

JIHK Bpiensim coryiacHo moauduimpoBanHomy Metony Plaschke et al.
(1995). Pactutenbuyto maccy (JIUCThsI B3POCIHBIX pacTeHUi win 1-3 HepelbHbIe
npopoctku) BecomM 50-100 Mr mnomemanu B npoOupky oObemom 1.5 mi,
no6asysum 200 Mk Oydepa s sxerpakiuu [100MM Tpuc-HCI, pH 7.5; 500 MM
NaCl; 50 MM D/TA; 1.25% SDS; 3.8% Na,S,0s; 250 mkr/miu mporeuHassl K]
Y U3MEJIbUalid C MOMOIIbI0 roMoreHusaropa. [odasnsau eme 500 Mk Oydepa
JUTSL DKCTpAKIUM, MHKYOUPOBAIM Ha BOJsHON OaHe mpu 55°C B Teuenue |1 yaca.
HoGapmsamu 700 mxn  cmecu  xyopodopm/  H30aMHIIOBBIM  criupT  (24:1),
nepeMenBail U HeHTpu@yrupoBaiu B Teuenue 15 munyt npu 12000 06/muH.
Hnst ocaxnenust JIHK otOupanm Bomuyro ¢a3zy B OTACHbHYIO NPOOUPKY H
nobaBmsm 1.4 mn 96% -20°C, 3areMm

9TaHOJIa, OXJAXKACHHOIO IIpH

nentpudyrupoBan B TedeHue 10 munayt mpu 12000 o6/mmH. Ocamok
BBICYIIIMBAJIA Ha BO3yxe U pacTBopsuid B 50-100 mxn Oydepa TE [10MM Tpuc-
HCI, pH 8.0; 1MM DJITA]. Konnenrparuio JIHK omnpenensan ¢ MOMOIIBO

criektpodoromerpa «SmartSpec " Plus» (BioRad).

2.4. Boineaenue IHK nmiaasvug u BAC-kj10HOB
JIHK BAC-k10HOB M MIa3MHUJ BBIACISUIM METOJIOM IIEJIOYHOTO JIM3Hca

(Birnboim and Doly, 1978) ¢ moaudukanusmu. Beipanusaan KyasTypy OaKTepHii
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B kunakoil cpene LB [ma 1 n LB- 10 r OakrorpuntoHa, 5 r IpOxK:KEeBOro
skcrpakTa, 10 r NaCl; pH moBoaunu mo 7.5] ¢ ammummmiraoM (200-300 MKr/mon)
npu 37°C B TeueHHEe HOYU NPU UHTEHCUBHOM BeTpsixuBaHuu (140 06/mMun).
[lepenocuiiu KynbTypy B mpoOupky oObeMoMm 2-50 mul (B 3aBUCHMOCTH OT
o0beMa KyJIbTYphl) M OCaXAAJIM KJIETKH [EHTpUPyrupoBaHreM B TeueHue 1-3 MuH
mpu 6-12 000 06/muH. Ocagok msarko cycrnenaupoBamm B 0.1-3 mum pactBopa |
[25MM Tpuc-HCI, pH 8.0; 50 MM raroko3a; 20MM DJITA]. JIuzupoBanu KieTku
n00aBJIeHHEM JBOMHOTO (MO OTHOLIECHHIO K MPEAbIAYLIEMY pPacTBOpPY) 0Obema
pactBopa |l [0.2H NaOH; 1%SDS], nepememnBanu pacTBOp NMepeBOpaYrBaHUEM
npoOupku 4 paza u BbIAEpKHUBaIH 5-10 MUHYT npu KOMHATHOM Temriepatype. K
noJty4eHHOMY 00beMy Ao00aBisiu 2 oobema 3M anerata Hatpus (pH 4.8-5.0) u
nepeMelInBall MHBEpCHEN 10 (opMHUpOBaHMS TBOPOXKUCTOTO ocajka. LleHTpu-
¢yrupoanu 15 munyt npu 12000 06/mMuH. CynepHATaHT NEPEHOCUIN B HOBYIO
npobupky u ans BeicaxkuBaHust JJHK noGasmsnmu 2 o6bema 96%-oro staHona,
nepeMenmBany, eHTpudyrupoBamu B Teuenue 10 munyt npu 12000 o6/muH.
Ocanok npombiBai 70% 53TaHOJIOM, BBICYIUMBAJIM HAa BO3AYXE U yNAJICHUS
cienoB cnupta U pactBopsiik B 0.2-1 mia 6ydepa TE [10MM Tpuc-HCI, pH 8.0;
IMM D/ITA], conepxamem 50 mxr/mn PHK-a3e1r A. IIpobupky ocraBisiau mpu
37°C na 30 munyt s gerpaganuu PHK. JloGaBnsiim paBHbI 00BEM CMeECH
xJopodopmM/n30aMuIoBeIi ciupT (24:1), mepemenmmmBaiy U NEHTPUGYTUPOBAIH B
teueHue 5 mMuHyT npu 12000 o6/muH. OTOUpanu BoaHYIO (a3zy B OTIEIbHYIO
npoOupky u go6asmisuin 2 oobema 96% stanona, oxnaxaeHHoro Ao -20°C, 3atem
nentpudyrupoaiu B reueHue 10 munyt npu 12000 o6/mMun. Ocaiok mpoMbIBAIH
70% »TaHOI0M, BRICYIIMBAIN Ha Bo3ayxe U pactBopsuik B 50-100 mxn Oydepa TE
[10MM Tpuc-HCI, pH 8.0; 1MM DJITA]. Konnentpanuto JIHK ompenensou c

OMOIIBIO criekTpodoTomerpa «SmartSpec ™ Plusy.

2.5. Ilotumepa3Has HeNMHAsA peaKkmus
[1IIP mpoBoauiIM B peakiMOHHOW cMecu oObeMoM 25 MK, coaepsxkarieit 50-

100 ar IHK marpunet, 67 MM Tpuc-HCI (pH 8.8), 1.8 MM MgCl,, 0.01% Tween
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20, 18 MM (NH4),SO4, o 0.2 MM xaxmoro fHT®, o 0.25 MM mnpsmoro u
oOpatHoro crienuduueckux mpaitmepos, 1 ex. Taq JHK momumepasbl. YcnoBus
[TP: (1) mpenenarypamusi- 2 mud npu 94°C; (2) nenarypamus- 0.5- 1 munayTa
npu 94°C; omxur Marpuiel ¢ npaimepamu- 0.5-1 munyra npu 50-60°C;
nomumepuzanus- 0.5-3 munytel npu  72°C; uucimo mwmkioB- 35-40; (3)

noctpauBanue [P ¢parmentos- 10 munyt npu 72°C.

2.6. RAPD-anaau3

JIns aHanM3a CHHTETHYECKUX THOPHIOB Mexay Bumamu Triticum u Aegilops
ObLI HCIOJIb30BaH HA0Op ClIy4daillHBIX OJIMTOHYKJIEOTUIOB, JJII KOTOPBIX paHee
ObLIa MPOAEMOHCTPUPOBAHA CIOCOOHOCTh reHepupoBaTh nonmuMmopgueie RAPD-
cnektpsl (bunbnanosa u ap., 2002). PeakunonHas cMech, TOMUMO CIy4ailHOTO
npaiimepa B KoHeHTpauu 0.5 MkM, cozep:kana KOMIOHEHTbI, ONTMCAHHBIE BBIIIIE
(cm. rnaBy 2.5.). Yenosus [HHP: (1) 2 mun npu 94°C; (2) 30 nukinoB: 1 muHyTa
npu 94°C; 1 munyra npu 37°C; 2 munytsl npu 72°C; (3) 5 munyt npu 72°C.
[Mpoaykter ITILP pazpensiiu snektpodopesom B 2% araposHom rene. I[P

ITOBTOPSUIM IBAX/IbI C KAXbIM [IPANMEPOM.

2.7. Daexrpodopes IHK B arapoznom rese. Boigesnenue I P- npoaykros u3
reJjisi

Dnekrpodopernueckuii ananu3 renomuon JIHK, mmazmunnoit JIHK u ITIIP-
NPONYKTOB MPOBONMIM Kak onucano panee (Maniatis et al., 1982), c
moaudukamusimu. Pazaenenne pparmento JIHK mpoBonunu B 1-2% arapo3znom
rene, npuroroBienHoM Ha TAE-Oydepe [40MM Tpuc-HCI pH 8.0, 20 MM anerar
Hatpusi, 1 MM 3JITA] ¢ pobGaBmeHneM OPOMHUCTOTO ATHAMS 10 KOHEUHOMH
konnentparuu  0.01 mxr/mn. Hanocunmm B kapmanbel renss mo 10-25 wmkn
peaklMOHHON cMmecu ¢ nobOaBieHueM 5% rnuuepuna, 0.05% OpomdenonoBoro
cunero u 0.05% kcuieHuaHoza.

B kauectBe mapkepa miunbl (pparmentoB JIHK wucnonb3oBanu mapkeps

«100bp» wmm «1 kb» (OOO Jlaboparopus MEJAWI'EH). Dnekropodope3 Bemu
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MpU HanpspKeHUU 3-7 BOJIBT/CM B TedeHUe 2-3 4acoB, 3aTeM (GoTorpagupoBaiv B
Y®-cBere.

[IL{P-ipOXyKTHI, MCHOJB3yE€MbIE B HNAJBHEHIIEM JUIsI KIOHUPOBAHUSA WIIA
CEKBEHHUPOBAHMS, BBIPE3a]M U3 Telisl CKajJbIENeM M BBIACISIN C HNOMOUIBIO
Habopa pearcaroB «MinElute gel extraction Kit» (Qiagen), wmum Habopa
«bnoCunuka»  (Cankr-lIletepOypr) B  COOTBETCTBUM C  HHCTPYKLHSIMHU

HpOHSBOI[HTE?JICﬁ.

2.8. baor-ruopuausanus no Caysepuny u CAPS meton

JIHK-30Ha61  MeTHIN 0-2P-qrHTD (Amersham Pharmacia Biotech)
CTaHJAPTHBIM MeETOJIOM HUK-TpaHcisauuu (Maniatis et al.,, 1982) wumm
nurokcureHuH-11-nYT® ¢ wucnonp3oBannem HaOopa peareHToB «DIG DNA
Labeling and Detection kit» (Boehringer Mannheim) B cooTBeTcTBUH ¢
MHCTpYKIMen npousBoautend. 1-5 Mxkr renomuoit JIHK pacrenuii o6pabateiBanu
suponykieasamu pecrpukimu (BamH1, EcoRI, Hind Ill, Hinf I, Taqg I, Hae IlI,
Sau3A, Msp | wu gp.) B Teuenne 16 wyacoB mnpu 37° C. Tlocne
anekTpodoperudeckoro pazaenenus oopadorannoit JJHK B 1%-HOM arapo3znom
rejie OCyHIeCTBISUTM ee mnepeHoc Ha wMemOpany ‘“HybondN+” (Amersham
Pharmacia Biotech) metogom kanwmuispaoro neperoca (Maniatis et al., 1982). B
ciy4yae 30HJia, MEUEHHOr0o JUroKcHreHuH-11-n1YT®d meMmOpaHbl mociie mepeHoca
JIHK kpatkoBpemeHHO oTMbIBasId B 2XSSC 1 BeinepkuBainu mnpu 80°C B TeueHue
yaca Jyis cmmBaHus motiekyn JIHK ¢ memOpanoil. I'mOpuauzaiuioo ¢ 30HI0M
MpoBOMIIN B TeueHne 16 gacoB pu 65°C B pactBope, comepxkamem SX SSC, 1%
onokupyronuii pearednt (Boehringer Mannheim), 0.02% SDS, 0.1% N-naypun
capko3uH. B ciyudae 30H1a, MEUEHHOTO a-*P-gHT® TUOPUIN3AIIUI0 TIPOBOIUIH B
teueHne 16 gacoB mpu 65°C B pactBope: 6X SSC, 0.5% SDS, 5x pactBop
Heunxapara, 10 mkr/mn konkypentHod JIHK cmepmbr nococs u 0.5-1 wmxkr
JICHATYpUPOBAHHOTO  MEYEHHOro  30Hma. OTMBIBKY MeMOpaHbl — moOcie
rUOpUAM3alMK C 30HJAAMH, MEUYEHHBIMU (1—32P—ILHTCD WIA OUTOKCUreHuH-11-

nYT® mpoogumu B pactBope 2XSSC, 0.1%SDS nBaxnel B TeueHune 15 MuHYT,
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3atreM B pactBope 0.1XSSC, 0.1%SDS- ogun pa3 B TedeHue 15 MuHYT npu
KOMHATHOM Temrepatype. s yBelnyeHus KECTKOCTH OTMBIBKA TEMIEPATypy
MOCJIETHEr0 pacTtBopa mnoBelanu a0 65°C. MemOpaHbl € paJrOaKTUBHO-
MEYEHHBIM 30HJOM BBICYIIMBAJIM W SKCIOHUPOBAIM C PEHTTEHOBCKOW IJICHKON
“Komak” B TeueHuu 24-48 wdacoB. 30HI, MEUEHHBIM JUTOKCUTCHHHOM
BU3YaJIM3UPOBAIIN C MCIOJb30BAaHUEM XEMOJIIOMUHHUCIICHIINH COTJIACHO METOJIUKE
npowusBoautensa (Boehringer Mannheim).

Jns ananuza nocnenoBarenbHoctet pudbocomansHon JIHK (pIHK), a taxxe
VRN-1 rena ¢ momompio CAPS (cleaved amplified polymorphic sequence)-
meTona BHauane mnpoBomwiu  [IP-ammmudukanuio co cnenuduyeckumu
npaiiMepamu. 3atemM MpoBoAMIM 00paboTKy mpoaykToB IIIIP ¢ ucnonb3zoBannem
pPECTPUKIIMOHHOM 3HI0HYKIea3sl MSPAIL B teuenue 1-2 wacoB mpu 37° C ¢
nocaeaywonmm paznenenuem ¢pparmentoB JIHK B 1% arapo3nom rene.

Jlist TouHoit uneHtudukanuu paznuuHbix amweneil VRN-1, pasnuuarommxcs
10 MPOMOTOPHOMY paiioHy, COOTBETCTBYIOIHME MpoaykThl III[P oOpabareiBanu
SHJIOHYKJIea30i pectpukuuu Msp |, ¢ mocienyromum pasjaeieHueM (pparMeHTOB
JJHK B 2-3% arapo3HoM rejie BbICOKOro paspemicnus. Asutenb VRN-ALfL,
umeromuii  aenenuto 1 mH B mpomoTtope VRN-A/ unentudummpoBamum coriiacHo

ornrcanHomy panee metoay (Dubcovsky et al. 2006).

2.9. Anaaun3 metuwinpoBanust pAHK

Hns  ananmsza wmertunupoBanus pAHK wucnonb3oBamyu pecTpuKIMOHHBIE
SHIOHYKJEa3bl- u3ommzomepsl Hpall u Mspl, mo pasHomy 4yyBCTBUTENBHBIE K
METWJIMPOBAHUIO IIUTO3MHA B caiiTe pecTpukiuu. Kaxapiii oOpaser; TeHOMHOM
JIHK Obut pasmeneH Ha Tpu ajJMKBOTHI: OJHY W3 HUX HEe oOpabaThiBaiiv, JBE
npyrue ruaponuzoBaiin ¢ nomombio Hpa Il u Msp |, coorBerctBenno. [lis
oOecrieueHuss HauOoliee TMOJMHOW PECTPUKIUU Opanmu 3-X KpaTHbIA U30BITOK
dbepmenTa ¥ BpeMs MHKyOAanuu yBeTu4uBai M 10 24 vacoB. Jlamee mpoBoawim

[IIIP ¢ kaxaoi aJIMKBOTOM C HCIOJB30BAaHUEM CHENU(PUYECKUX MpakMepoB K
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HeTrpaHckpuoupyemomy creticepy pIHK (cm. rmaBy 2.5.). Ilpomykter ITI[P

paszaensuin B 1.2% arapo3HoM rene.

2.10. KnonupoBanmue IIIP-¢pparmenTon

2.10.1. Ouyucrka IIIP-pparmeHTOB M TUTrHPOBAHHE

[TIP-pparmenTsl BoImensu Kak ommcaHo B Ti. 2.7. Konmentpamuio JIHK
OIpeNeIsI ¢ MOMOIIbI0 criekTpodoTomerpa «SmartSpec '™ Plusy (BioRad).
3atem 50-100 ur oummennoro III[P-ipoxykra cmemmBanu ¢ 50 Hr BeKTOpa
pDrive u 5 mxn «2xLigation Master Mix» («PCR Cloning plus Kity, Qiagen),
JOBOJIUIU 00beM cMmecu 70 10 MK OMAMCTUIIMPOBAHHON BOJOM. JIurupoBanue
nmpoBoawn B TeueHne 12 gacoB mpu §-12°C. JIns OCTaHOBKM pEakIMM CMECh
unkyoupoBanu 10 munyT npu 70°C u 3aTeM UCIONIB30BAIM JIJIsl TpaHCPOopMaluu

QJICKTPOKOMIICTCHTHBIX KJICTOK.

2.10.2. IMoayyeHHne 3JIeKTPOKOMIIETEHTHBIX KJETOK H TpaHcpopManus

kJieTok E.coli pekomounantHoii JJHK

Knerku E.coli (mmramm XL-blue) BeipamuBanu B cpeae LB mpu 30°C mpu
WHTCHCHBHOM MEPEMEIIMBAHUU JI0 TNIOTHOCTH Mgop=0.45. OxnaxaeHHbIC Ha JIbIY
KJIETKHM Oocakaanu 1eHTpudyrupoanrem B TedeHue 10 munyt (4000 06/Mun) npu
4°C. Ocamok KJIETOK MPOMBIBANIM CycrneHaupoBaHueM B 20 M OMAMCTHII-
JUPOBAHHOU BOJBI 3-4 pa3za ¢ MOCIEAYIOMIMNM IIEHTpUPyrupoBaHuem B TeueHue 10
MUHYT (4000 o6/mun) nipu 4°C. PecycnieHaupoBaid OCajoK B 5 MJI OUIUCTHII-
nupoBaHHOU Bonbl ¢ mymnepuHoM (10%), nentpudyrupoamu 10 munyt (4000
06/mun) ipu 4°C. PecycnienaupoBanu kietku B 1.2 mi 10% pacTBopa rimiepuHa.
Cycnensuto kieTok pacdacoBbiBaan mo 40 MK B OXJaXIEHHBIE CTEPUIIbHBIC
MJIACTUKOBBIE TIPOOUPKH, 3aMOPAKUBAIIH B KUJKOM a30Te U XpaHuiu npu -70°C.

AmukBoTy 40 MKJ DJIIEKTPOKOMIIETEHTHBIX KJIETOK OTTaMBAJIA B TedueHUe 15
MUHYT Ha JpAy W noOaBimsumm 1-15 Hr pexomOuHanTHOM mnazmuguoi JIHK.
[lepeHocHan pacTtBOp B sieiiky siextporoparopa (Eporator®, Eppendorf).

[Tapametpsl snextponopanuu: 1.8 kV, 25uF, 200 Owm, 3a30p sueiiku 0.1cm. [Tocne
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UMITYJIbCA BBIMBIBAJIM KJETKU U3 stuedku 1w cpeasl LB (6e3 anTtubuotuka) u
INEPEHOCWIM B CTEPWIbHYIO IUIACTUKOBYIO MpoOUpKy oOvemMom 1.5 wu,
unkyoupoBanmu 30-45 wmunyt npu 37°C. BeiceBamu KJIETKHM Ha YallKy C
arapusoBanHoii LB cpenoii, cogeprkareit ammunuuma (50 mxr/mn) u Xgal/IPTG

(30 MKr/Ma 1 15 MKI/MJ1, COOTBETCTBEHHO).

2.11. Anaiau3 nepBuuHoii ctpykrypsl JHK

KnonupoBannsie ¢pparmentsl [JHK ananuzupoBanu ¢ nomouibio Habopa mJis
cexBenupoBanus «ABI PRISM Dye Terminator Cycle Sequencing ready reaction
kit» (Perkin Elmer) ¢ ucnons3oBanuem ynuepcanbubix pUCI8/M13 npsimoro u
oOpatHoro mpaiimepoB. B ciyuae ananuza III[P-pparmeHTOB, MOJYy4EHHBIX CO
cnenuUUecKUMHU TpaiMepaMud U BBIACJICHHBIX U3 Telid, MCIO0Jb30BaIU
cootBercTByOmKe npaitmepsl. Kaxnapiii [1L[P-¢pparment JIHK cexkBenupoBaiu B
oboux HampaBieHUsX. CeKBEHUPYIOIIYI0 peakuui npoBoguau B 10 MK
peakuuoHHON cmecu, coxepxamen 20-100 ur JHK-marpuusl, 1MkM npsimoro
wim odpaTHoro mpaiiMepa, 2 Mk Big Dye v.3.1 (Perkin Elmer) B ciexyromux
ycinoBusx: aeHarypauusa- 40 cekynn npu 96°C; OTKUAT MaTpUlbl C MpaiiMepamu-
30 cexynn nipu 55°C; nonumepuzanus- 4 MuHyThl Ipu 60°C; 4ncIo MUKIOB- 25.

[lonyyennsie B cekBeHupymwome peakuun @parmentsl JHK ocaxganu
no0OaBlieHHEM aleTaTa aMMOHHMS 10 KoHIeHTpanuu 2.5 M u 2.5 obbema 96%
staHona. CMech OCTaBISJIM NP KOMHATHOM TeMmmepaType B T€YeHue 15 MuHYT,
neHtpudyruposanu B TeueHue 20 munyt npu 12000 o6/mMuH. Ocanok mpoMbIBaIH
250 mxn 80% »sTaHONIAa W CyIIMIM Ha BO3AYyXE NPU KOMHATHOM TeMIepaType.
BricylieHHbIH 0CaloK aHAIM3UPOBAIIM B LIEHTPE KOJUIEKTUBHOTO NoJib3oBaHus CO
PAH (MeXuHCTUTYTCKUN TIEHTP cekBeHupoBaHusi) Ha nmpubdope ABI PRISM 310
Genetic Analyzer (Perkin Elmer). [{nst mpocMoTpa XxpomaTorpamm, OJIYYCHHBIX B
pe3yJbTare CEKBEHUpPOBaHWS  ucnojib3oBaauch nporpammbl  CHROMAS
(Technelysium Pty Ltd) u SEQUENCE SCANNER 1.0 (Applied Biosystems).

[Tonck romMoJIOruu HyKJIEOTHIHBIX U @MUHOKHUCJIOTHBIX MOCJIEI0BATEIbHOCTEN

npoBoAWIN ¢ ucmoyibzoBanneM anroputMoB FASTA u BLAST (Altschul et al.,
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1990) B 6a3zax mamubix NCBI (www.ncbi.nlm.nih.gov/Database/), GRAINGENE
(http://wheat.pw.usda.gov/), TREP (http://wheat.pw.usda.gov/) u REPBASE

(www.girinst.org). MHOK€ECTBEHHOE BBIPABHUBAHUC KJIIOHUPOBAHHBIX

MIOCTIEIOBATEIPHOCTE M WX KJIACTEPHBIA aHaIN3 BBITIOJHSUIACH C TIOMOIIBIO
nporpamm Clustal W (version 1.7; Thompson et al., 1994) u MEGA 3.1. (Kumar
et al., 2004) npu ucriob3oBarun anroputMoB UPGMA u «Ommkalmmx coceaein

(Neighbor-Joining).

2.12. CyOK/JIOHUPOBAaHHE M AHAJIMU3 HYKJEOTHAHBIX IMOCJIEA0BATEIbHOCTEN
¢pparmenToB IHK BAC-ki10Ha

Cy6xnonupoBanne BAC-kinona C MEJNbI0 AaHalhu3a €ro IEePBUYHOMN
CTPYKTYPBI IPOBOJIUIIU C TIOMOIIII0 HenonHoro ruaponusa JJHK sunonykieaszoit
pecTpukimu SaU3A u METOJIOB CiaydaiHOro ¢parmeHTHpoBanus (Sambrook et
al., 1989; Surzycki, 2000). B mocienneM ciydae HCIIONIB30BAIM JIBa MOIXO/A:
oopaborky JIHK BAC-knonma [IHKazoit | u d¢parmentupoBanue JIHK ¢
MOMOIIBI0  OBITOBOTO KoMIpeccopa-unraimsatopa Omron C-30 (Smonus), x
KOTOpOMY MOAKIIOYau Hacaaky-HeOymaizep (Invitrogen, CIIIA). IMocnennss
IPEICTaBIIAECT CO0O0M CIENUANBHYIO KaMepy C HUPKYIUPYIOIUM MO IeHCTBHEM
Bo3aymHOro moroka pactBopom JHK (5-10 wmxr/mur). JTHK BAC-kiona
pactBopsuin B TE-Oydepe, conepxamem 10% raunepud. Bpems nupkymisiuu
pactBopa- 2 wmuH. JlaBnenwe Bo3mymHoro moroka — 10-30  psi
(byutel/kBagpaTHeiii  mroiim). ®dparmentupoBannyr JIHK, ouumiennyro c
nomoinpto Habopa «MinElute PCR Purification Kity (Qiagen), auruposanu ¢ 50
or miazmugaon JIHK (em. . 2.9.1.). [Jna TpaHchopmarmu MeToAa0M
3JIEKTPOIIOpAIIMK MCIIOJIb30BaIM BhICOKOKOMIIETeHTHBIe KieTku E.coli XL-blue
MRF+ (Invitrogen). PekoMOMHATHBIC KOJIOHMHM OTOMpaad Ha arapu30BaHHOM
LB-cpene ¢ ammummirnaoM (200-300 mxr/mur) u Xgal (40 mxr/mo) /IPTG (50
Mkr/mi). [IpucyrctBue BctaBok npoBepsun ¢ momoinbio [P komonwmii. Knowsl,
cofiepkamiie BCTaBku MHOW Oonee 200 mH, oTOMpany Uis AalbHEHIIETo

aHanM3a NEPBUYHON CTPYKTYPHI.


http://www.ncbi.nlm.nih.gov/Database/
http://wheat.pw.usda.gov/
http://wheat.pw.usda.gov/
http://www.girinst.org/
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CyOxnonupoBannsie  ¢parmentsl JHK  cexkBenupoBasiu B 0oaHOM
HampaBJICHUM, €CJIM [JIMHA BCTaBKM HE MpeBblana | ToH, U B 000uX
HANpaBIICHUSX- B OCTAJBHBIX Ciydasx. Vcmonp3oBaiu yHHBEpCaIbHBIC
npaiimepsl pPUC18/M13 u «ABI PRISM Dye Terminator Cycle Sequencing
ready reaction kit» (Perkin Elmer). IlpoaykTel peakuuii CEKBEHUPOBAHHS
anammsupoBau ¢ momotbio ABI PRISM 310 Genetic Analyzer (Perkin Elmer).
JIisi  BBIpaBHUBAHMS HYKJICOTHIHBIX I[OCJIEIOBATEILHOCTE W MOCTPOCHHUS
kontura BAC 112D20 wucnonb3oBamm mporpammy «DNA Dragon Sequence

Assembly Software» (http://www. sequentix. de). Ilouck romojoruu ¢

HN3BCCTHBIMU HYKJIICOTHIHBIMHU IIOCJICA0BATCIbHOCTAMM IIPpOBOINIIN C

ucnonp3oBanneM nporpammel  BLASTN  (http://blast.ncbi.nim.nih. gov). C

LEJIbIO BBISIBICHUS MOBTOPSIIOIIMXCS IOCHeaoBaTeabHocTel B coctaBe BAC-
kimorHa 112D20 ¢ momomreio anroputmMa BLAST mpoBenen ckpuHHMHT 0a3bl

nanaeix TREP (http://wheat.pw.usda.gov). Ilpu moucke reHOB HCIIOIB30BAIN

nporpamMmy  GenScan  (http://argonaute.mit.edu/GENSCAN.html). Tlonnas

HYKJIeOTUIHAs nochenoBareabHocTh BAC-kmona 112D20 nmunoit 76 327 m.H.
aHHOTHPOBaHA COTJIACHO MIpaBHJIaM AHHOTHUPOBAHUS T€HOMHBIX
IIOCJICI0BATCILHOCTEH IICHHIIBI, pa3paboTaHHBIM Mex1yHapoTHbIM
Koncopumymom mo CekBenupoBanuto [enoma [Tmenuer — (http://www.

wheatgenome.org/index.php).

2.13. ®ayopecueHTHasi ruopuan3amus in situ

CeMeHa mpopamuBald Ha BJIKHOW (uUiIbTpoBaibHOW Oymare: mpu 4°C B
TeMHOTE W npu 23-25°C — B ycHOBUSIX OCBelIeHUsA. JlJIsi MPUTOTOBJICHUA
MpEenapaToB UCMOIb30BAIM KOpPEWKH 1-1.5 cM IIMHOM, KOTOpPbIE BBIACPKUBAIN B
BOJIE cO JibIoM 16-20 "acoB, 3atem (pukcupoBasid B cMmecu 96% stanon/ nemsiHas
YKCyCHasg Kuciiota B cooTHomeHuu 3:1 ot 2 no 14 gueit mpu 4°C. KoHuuku
KOPEIIKOB OKpamMBaiu |%-HbIM pacTBOPOM alETOKapMUHA W Pa3/aBlIMBAIA B
karie 45%-Hol yKCycHOW KuCHOThl. IIOKpOBHBIE CTEKJIa CHHMalIM IOCHE

3aMOpa>XMBaHUA B KHUIKOM a30Te, 151 nmpenaparsl 00€3BOKHBAIU


http://wheat.pw.usda.gov/
http://argonaute.mit.edu/GENSCAN.html
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nocienoBaTreabHbIME ipoMbIBKamMu 70-, 90- u 96%-m 3TaHOIOM B TEUECHHE 5
MUHYT Kaxaasi.

®dnyopecnientHyro  ruOpummsanuio  in situ (FISH) npoBommmu ¢
UCIOJIb30BAaHUEM PEKOMOMHAHTHBIX KJIOHOB, MEYEHHBIX AUTOKCUTeHUH-11-nYTD
wm ouotnH-16-1YT® (Boehringer Roche) ¢ momoripio cTaHmapTHON peakiuu
Huk-TpaHcsiun - (Maniatis et al.,, 1982). XpomocoMmHbie TpenapaThi
nenatypupoBanu B 70%-HoM pacTtBope (popmamuga B 2xSSC mpu 70-72°C B
T€4eHUe 2 MUHYT, ObICTpO nepeHocusid B 70%-Hbli 3TaHON (OXJIAKAEHHBIN 10 -
20°C), 00e3BOXMBaIM, MPOBOJS YEpPe3 CEPUI0 CIUPTOB (CM.BBHIIIE) U 3aTeM
BBICYIIIMBAJIM Ha BO3ayXxe. Ha KaIplii mpenapat HAHOCUIIU TUOPUIU3AIIMOHHYIO
cMmech (50% dopmamua, 2xSSC, 10% aekctpan cynbdar), CoAepKalyto OUMOTHH-
U TUTOKCUT€HUH-MEUEHbIE 30H]IbI B KOHIIeHTpaluu 5 MKr/mil. [lepen HaHneceHuem
Ha mnpemnapar cMech JAeHarypupoBanu npu 80°C B TeueHue 10 MuHYT.
['uGpunu3anuo mpoBoIMIN BO BiIakHOU kamepe npu 37°C B Teuenue 16 gacos.

[Tocne rubpuam3anuu mnpenapaTbl OTMBIBAIMA, MPOBOJS MOCIEIOBATEIHHO
Yyepe3 CepHI0 pacTBOPOB MO SMUHYT B KaXKIOM:

1. 50%-nsr1it pactBop dhopmamuaa B 2xSSC npu 42°C

2. 1xSSC nipu KOMHATHOM Temreparype

3. 0,2xSSC npu KOMHATHOW TeMIIepaType

4. 0,1xSSC npu 42°C

Jlnst  mpenoTBpamieHus Hecnenu@UIHOTO CBs3BIBaHHUS (uIyopoxpoMa Ha
npenapatel HaHocwin 1o 100 Mk Onokupyromero pactBopa (4xSSC, 0,1%
Tween 20, 3% BSA) u B Teuenue 30-60 MUHYT MHKYOHPOBAJIM UX BO BIAKHOM
kamepe npu 37°C. Jlerekuus OMOTUHWIMPOBAHHBIX 30HJOB MPOBOJIMUIACH C
nomoinpto Cy3-aBuauna (Amersham Pharmacia Biotech) u ¢iyopecuenna (FITC;
Sigma). CurHan ruOpuIu3aliii yYCHJIHBAJICA C IOMOIIBI0 00pabOTKH aHTH-
asunuH-FITC  (Vector  Laboratories).  JI[MrokcureHMH-MeYeHbIE  30H]IbI
JETeKTUPOBaIM ¢ moMmollbio pomaamuba (Boehringer Roche). B mpomexyTkax
MEXAy ATanaMu JETeKUMU IMpenaparbl OTMbIBAIA 3 pas3a MO SMUH B pPacTBOpE:

4xSSC; 0,1% Tween 20 npu 42°C. Ilocne nocineaHeil OTMBIBKH IPENapathl
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MPOBOJIMIIN Y€pe3 CEPUI0 CIUPTOB, BBHICYIIMBAIM HA BO3AYyXE W 3aKIIOYAIHA B
Cpeay, 3aMeIIAIONIyI0 BhIlBeTaHHe (iyopecieHTHoro curHama- Vectashield
(Vector Laboratories), coxmepxkamyro 0,5 mir/min DAPI (4, 6-diamidino-2-
phenylindole) mns okpammBanus XpomocoM. IlpemapaThl aHAIM3UPOBAIA C
nomoiplo Mukpockona ‘“Axioskop” 2 Plus (Zeiss): ¢unbtp NelO nns FITC u
¢uneTp Ne20 mnsa pomamuua. Mzobpaxenue peructpupoBasioch CCD-kamepoit
VC-44 (PCO). Ilonyuennble nu3o0paxeHusi o0pabaThIBAIUCh C MCIOJIb30BAHUEM
nporpammbl Adobe Photoshop® (Adobe Systems).

MUKpPOCKOTTMYECKHUIA aHAJIN3 MperapaToB MeTada3HbIX XPOMOCOM ITPOBOINTIA
N.I'. Anonuna B Ilentpe KosnexktuBHoro Ilonmp30BaHMs MUKPOCKOMUYECKOTO

ananuza ouonorndeckux o0bekToB CO PAH (HoBocubupck, Ullul" COPAH).

2.14. Boinesenue PHK pacrenuii u o6paTHasi TpaHCKPUIIIUS
CBexecpe3aHHbIe KOHYMKH JINCTHEB pacTeHU (B Kaxaod moBTOpHOCTH- 20
IIT.) 3aMOPAKMBAJIM B JKUJAKOM a30T€ W pacTUpPaId B IOPOLIOK B CTYIIKE.
Beiensiiu cymmapuyro PHK ¢ ncnons3oBanuem Habopa pearenToB «Plant Rneasy
Kit» (Qiagen). Beizenennyio cymmapuyio PHK o6pabareiBanim JIHK-azoi u
OUMINATKA C MOMOINbI0 Habopa pearentoB «RNase-free DNase set» u «RNeasy
MinElute Cleanup Kit» (Qiagen). Kounnentpanuto PHK B koHeuHOM pacTBOpe
ompenensui ¢ momoiplo crekrpodotomerpa «SmartSpec TM Plus» (BioRad).
k/IHK cunrtesupoBanmu u3 IMkr cymmapnoit PHK ¢ nomompio o0patHOM
TPAHCKPHUIIIMH, WCIONb3ysS OJMIOHYKICOTHAHYIO 3aTpaBky (dT)is u Habop
peareatoB «Omniscript Reverse Transcription kit» (Qiagen). Bce mporeaypsr

BBIITOJIHAJIUCE B COOTBETCTBUU C HHCTPYKIUAMU HpOHSBO)IHTeHCﬁ.

2.15. KoamuecrBennasi OT-IIIP u anaiu3 npoayKToB peakuuu
Komnuectsennas OT-IILP (OT-IIIIP B peanbHOM BpeMeHHU) MPOBOAMIUA C

ncnons3oBanueM kJ[HK, B3sToit B kommuectBe 1/200 obbema peaKIIMOHHOM

CMEeCH, TOJIy4YEHHOW Tocjie OOpaTHOW TpaHCKpUIIHMHU. Peakuuio mpoBOIUIN C

nomonipo Habopa pearentoB «QuantiTect SYBR Green Kit» (Qiagen) u cuctemsl
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«Applied Biosystems 7000 HT» cormacHo wHcTpykumu mpowusBomurens. [TL[P
IPOBOJWIN B PEAKIIMOHHON cMecH O00BEMOM 25 MK B CHEAYIOIIMX YCIOBHSX:
npeaeHarypauusa- 15 mun npu 94°C; nenarypauusi- 15 cexynn npu 94°C; omxur
Matpuilsl ¢ paiimepamu- 30 cexkyna npu 60°C; nommumepuzanusi- 30 CeKyHa TIpU
72°C; uncio uukinoB- 40; 3aTéM CHUMAJIMCh MOKa3aHUs ISl HOCTPOCHUS KPUBBIX
maBiaeHus: npoaykros [P B ycmoBusx: 15 cexynn npu 95°C; 15 cexyna npu
60°C; 15 cexynn mipu 95°C.

Anamm3 nanssix [P B peanbHOM BpeMEHHM IPOBOAWIICS € MCHOJIB30BAHUEM
nporpammbel SDS 1.3. ¢ mOMOIIBIO MMOPOTOBOTO METO/MA CpPaBHEHHS TpaduKoB
nakorieHuss JIHK (Ct) u ¢ omnpenenennem »sddextuBnoctu [P 1o
MOCJIEIOBAaTEIbHBIM pa30aBieHusIM oOpasua. ['paduku 3aBUCUMOCTH TOPOTOBOTO
OUKJIAa OT MCXOAHOW KOHILIEHTpAallMM MAaTpUll CTPOMJIMCh Ha OCHOBE 4-X
MOCJIEIOBATENbHBIX S-KpaTHBIX pa3BencHui. s cTaHmapTu3anuy KOJWYeCTBa
k/JIHK wmatpuner npoBoawnace konumdectBeHHas OT-IILIP ¢ mnpaitmepamm
pedepencuomy reny Ubc.

KomnuectBennas IIHP gns xaxgoro o6pasua k/IHK nmpoBoaunace B Tpex
IIOBTOPHOCTSAX. B kadecTBe OTpUUATENBHOIO KOHTpOJs mnposoaunach I[P ¢
n00aBJIeHHEM BMECTO MaTpHUIlbl OMJAMCTWIIMPOBAHHOW BOjbl, a Takke PHK,
COOTBETCTBYIOIIMUX TecTupyembiM oOpasuam kJIHK (koHTposb Ha mpucyTcTBHE
reHomHo JIHK). Ilpu ucnons3oBannu PHK u Bosibl BMECTO MaTpHIIBI TPOTYKTHI

aMHJ'II/I(l)I/IKaL[I/II/I HH B OAHOM JKCIICPUMCHTC HC BBIABJIAINCEH.

2.16 OuneHka BpeMeHH KOJIOIIEeHUs

BpeMs konomeHust pa3imyHbIX 00pa3oB BUIOB MILIEHUL] ONPEAEIISIIOCH 0 2-
3-M MOBTOPHBIM dKCIIEpUMEHTaM. JlJIsl 3TOro cemeHa pacTeHuil (He MeHee 3-X Ha
oOpasel]) BbICAKUBAIM B OTHENbHbIE psaabl B Temuie Mucturyra Huronoruu u
I'enetuxku COPAH, 6e3 sipoBu3anuu, B YCIOBUSAX JJIMHHOTO cBeToBOro AHs (12
gacoB). OmpeznesieHre TUNA Pa3BUTUS IILIEHUIBI OCHOBBIBAETCS HA METOJHMKE
CpPaBHEHHs HCCleIyeMoro oOpa3la C TECTEPHBIMU SPOBBIMHM  JIMHUSIMH,

UMEIONMMHU  HambOosiee TO3MHMKM CpoK BbIkojammBanus (Pugsley, 1971,
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Goncharov, 2004). O6bIYHO, B Ka4eCTBE TAaKMX JIMHUN BBICTYIAIOT T€HOTHITBI C
ogauM jgoMmuHaHTHBIM VRN-B1 nokycom, mpu 3TOM uX CPOK /10 KOJIOIICHHS HE
npesbimaet 90 gueit. CnenoBaTenbHO, CIYCTS TPU MecsIla Mocie MOCaIKU, Koraa
BCE CTaHJAPTHBIC SPOBBIE COpPTa YK€ IIOJIBEPIIIMCh  BBIKOJIAIIUBAHUIO,
PacTUTENIbHBIA MaTepHasl OIEHUBAJICS KaK SpOBOM (€CTh BBIKOJIAIIMBAHUWE), WU
03UMBIN (KOJIOIIIEHUE OTCYTCTBYET).

JIs OLIEHKH CTaTUCTUYECKOW 3HAYMMOCTH Pa3IMUUM MO CPOKY KOJIOUICHUS
MEXJy OTACIbHBIMU O0Opa3liaMu (TEHOTHIIAMH) HCIOJIb30BAJICS KpPUTEPUU

CrerogenTa (Student’s t-test).
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I')TABA 3. PE3YJIBTATBI

3.1. [MocaenoBaTeILHOCTD JYPSY- PETPOTPAHCIIO30HA B KauyecTBE MapKepa Ju-
1 TOJIMILJIONIHBIX reHoMoB KoMiiekca puca O.officinalis

Pox Oryza moapasnensieTcs Ha HeCKOJIBKO TPYIIT BUAOB (KOMILIEKCOB), CPEIU
koTopbix komiuieke O. officinalis sBnsieTcst eTMHCTBEHHBIM, COACPIKALIIM, HAPSTY
C JUIUIOWAHBIMH, aiioTeTpamiongnsie  Buael (Tabm. 1 mpuitoskeHus).
CrnemoBaTellbHO, BHJIBI 3TOTO KOMILIEKCA MPEACTABIAIOT YIOOHYIO MOJEIb JIs
U3YyYEHHUS BHYTPUTCHOMHBIX IPOICCCOB, MPOMCXOAIINX IIPH CTAHOBJICHUHU
MOJIMIUIOMIHBIX BHIOB. B Hamm 3amayd  BXOAWJIO BBIACIEHHE W aHAJN3
CTPYKTYPHO# OpraHU3aI[iH IMOBTOPSIONIMXCS JIEMEHTOB T€HOMA, IPUTOIHBIX IS
u3yueHus auBepreniuu BumoB komiuiekca O. officinalis, B Tom umcie, ero

IIOJIUIINIIOMIHBIX HpeI[CTaBHTCHCﬁ.

3.1.1. Boinenenne " aHaJIN3 CTPYKTYPHOI1 OpPraHu3aluu

nocJjieI0BaTeJIbHOCTH JYPSy- perporpancno3ona pOe 49

Toranenas JIHK Bugos O. officinalis, O. eichingeri, O. punctata (BB) u O.
australiensis (EE) Obuta ¢parMeHTHpOBaHA C TOMOIIBIO  DHIOHYKJICA3bl
pectpukiuu Rsa | ¢ mociaeayronmM KIOHUPOBAHUEM B IUIa3MUJIHBIA BeKTOp. OT
KaxJoro Buaa ObutM otoOpanbl 15-20 KJIOHOB, narommx Haubojee CHIbHBIN
curnai rubpuauzanuu ¢ totaabHoi JJHK cooTBeTcTBytO1IETO BUAa. OTOOpaHHBIE
KJIOHBI JaBaju IepekpecTtHyo ruopumusanuio ¢ JJHK npyrux BumoB, mpuyem
CHWja CUTHaJa 3HAYUTEIFHO BapbUpOBaja B 3aBUCUMOCTH OT Buaa. s
najapHenIero ananusza Obul B3AT KJIOH POe 49, narommii 0AMHAKOBO CHUJIBHBIN
cur"as rubpuausanuu ¢ TotanbHon JIHK Bcex BumoB.

Crpykrypa kinonupoBanHoir JIHK pOe 49 nnmunoii 242 mH Obuia mpo-
aHanu3upoBaHa W momereHa B GenBank mox momepom AF162178. Ilouck ¢
moMornipto anroputmMa BLAST BeisiBII B 0azaXx JaHHBIX  MHOXECTBO
TOMOJIOTUYHBIX HYKJIEOTHUIHBIX TOCIEAoBaTeNbHOCTEH (YPOBEHb TOMOJIOTHHM >

80%). Jlnsa Gosiee TOYHON XapaKTEPUCTUKHU, OBLIT MTPOBEICH MOMCK B 0a3ax JaHHBIX
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OCJIKOBBIX  TIOCIIEJIOBATEIBHOCTE C  HMCIHOJB30BAaHUEM  TPAHCIUPOBAHHOTO
Bapuanta pOe 49. B pesynbrare BbisiBiieHa romoiiorus (20-25%) ¢ uHTerpa3HbiM
nomeHoM (INT) LTR- perpoTpaHCIO30HOB M HEKOTOPHIX peTpoBUpycoB (Puc.
20). Yactp xoncepBaruBHOoro N- konueBoro JIHK- cBsizbiBatomiero yuyactka (C-2-
C-29-D), oOmiero s pasaddHBIX 3JIEMEHTOB 3TOro kiacca (Suoniemi et al.,

1998), 6p11a 0OHApysKeHa B coctaBe POe 49.

Del KMYRNLKINFWWSGIKPEVVEYVSRCLICQQVKADHRHHSQLLGPLPVSEK-WEHI LMDFIIGFPLSKRCHDSI 73

Ty3-2 VTLAKISPIYYWPKLQHSIIQYIRTCVQCQLIKSHRPRLHSLLGFLPIAEGRWLDISMDFVTGLPPTSNNLNMI 74

gypsy ENIKQVLRDYYFPKMGSLAKLVVANCRVCTQAKYDRHPKKQELGETPIFSYTGEMVHIDIFS-----~ TDRKLE 68

HSRV  ATLLKIANLYWWPNMRKDVVKQLGRCQQCLNHNASNKASGPILRPDRPQKP-FDKFFIDYIGPL--PPSQGYLY 71

pOe.49 MKWLIRRVGYFWPTMLEDCFRYYKGCROCQQFGS IQRAPASAMNPI IKPWP~FRGWGIDMIGQINPPSSKGHKY 73

MIV ALLERSHSPYYMLNRDRTLKNITETCKACAQVNASKSAVKQGTR-VRGHRP~GTHWEI EH‘BI K=-=PGLYGYKY 70
* *

-

Y WP cC caQ L ID

Puc. 20 CpaBHeHHe aMHHOKHCIOTHBIX TocienoBarenbHocTet pOe 49 u cooTBercT-
Byromux y4acTkoB INT- momeHa HEKOTOpBIX QYPSY- pETpPO3JIEMEHTOB M PETPOBUPYCOB.
AMPHOKHCIIOTE HWJCHTHYHBIE BO BCEX Ciydasx oOOO3HAa4YeHBI 3BE3J0YKAMU W
ujaeHTHuHble B 4-5 cnyuyasx w3 6- Toukamu. [locrmemoBaTenbHOCTH:  QYypPSy-
perpotpancrniozon D. melanogaster, P10401; Del- del 1-46 perpotpancmo3on Lilium
henryi, X13886; Ty3-2- perposnement S. cerevisiae, S53577; HSRV- petpoBupyc
yenoBeka, P14350; MLV- Bupyc neitkemun mbim, P03355 (Shcherban et al. 2000).

C  uWcrnonb30BaHUEM  CHEHUM(PUUYECKUX  MpaiMepoB,  (IAHKUPYIOMIMX
WHTErpa3Hbli JOMEH (ypPSy- moaoOHbIX aeMeHToB, Obuia mpoBenena I[P c
totaneHoM JIHK O. eichingeri ¢ mocnenyromeii rudpuamusanueii ¢ 3oa10M pOe 49.
AHanu3 HykieoTuAHOM mnocneaoBarenbHOCTH [II[P-ipogykTa, BBISIBWI €ro
BbICOKYIO0 Tomosioruto ¢ POe 49 u mokaszan, 4TO JaHHBIM KJIOH C OOJbIIeH
BEPOSATHOCTHIO TIPEACTABIACT QYpPSy- MOAOOHBIE JJIEMEHTBI, YeM DJIECMEHTHI
cymepceMeiicTBa Copia (pe3ysibTaT He MpeacTaBiicH). Takum oOpa3om, ObLIO
nmoka3ano, uro pOe 49 sBisercs dacThio mHTErpazHoro gomeHa I1y3-gypsy LTR
peTpoTpancnio3oHa. [locneqHuii, Kak Moka3an aHalu3 KOMMWHOCTH, OTHOCHUTCS K
YMEPEHHO-  TMOBTOPSIOLUIMMCSI  MOCJEIOBATEIBHOCTSIM C  YHUCJIOM  KOIHIA,
BappupytommM B mpegenax 0.9-4 X 10° y pasnuuHbIX BHIOB Kommekca O.
officinalis (pe3ysbTar He mpeacTaBiICH).

Jlnia aHanusa CTpyKTypHO#M opranu3anuu kiaona pOe 49 Owuia mpoBeaeHa ero

onor-rubpuamn3anust ¢ reHomHod JIHK, oOpaGoraHHol 5SHAOHYKJI€a3aMu
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pectpukiu, B ToM uyucie: Avall, ECORV, Hindlll (Puc. 21). Jlns mocimemaHux
XapaKTepeH NOJUMOP(HBIA CHEKTP AUCKPETHBIX (PparMeHTOB, TOrAa KaK JApyrue
PECTPHKTA3bl JaBasii 00Jiee «CMa3aHHYIO» KapTHHY ¢ HEOOJBIITUM KOJIUYECTBOM
(bparMeHTOB, YTO yKa3bIBaeT HA JUCIIEPTHUPOBAHHBIN XapakTep opranuzauuu pOe
49. B uenom, Obut0 BhIBICHO 120 momumopdHbIX hparMeHTOB. YPOBEHb MOJHU-
Mopdu3Ma MEKIy 00pa3iaMu OJHOTO BUIA ObUT 3HAYUTEIHLHO HIDKE, YEM MEXKIY
BUJAMHU, WIM MEXIy reHomamu (tabi. 6). ['enermueckue paccrosaus (D) B
npeneiax JUILUIOMIHBIX BHIOB BapbupoBamm oT 0 (O. punctata, O. australiensis)
no 0.1483 (O. eichingeri). Jns CC-reHOMHBIX BHIOB CpEIHEEC MEXBHIOBOE
reHetrnueckoe paccrosinue (0.458) ObLIO MpUMEpPHO B IIECTh pa3 OoJiblie, YeM
cpennee BHyTpHBHHOoBoe (0.075). Cpeanee MexreHomMHOe (NPU CpaBHEHUH
reaomoB CC, BB u EE) paccrosuue cocraBuio 0.897. Bce reHombl, BKiIrOUas
aurutonaabie W aymiorerpamionabie (BBCC u CCDD) derko pa3ivyaivch IO

RFLP- cniekrpam (Puc. 21).
CC EE BB BBCC CCDD

off eic rhi aus pun pun min off gralat alt

—_— 12 3 4 567891011 1213 141516 17 1819 0 21 22 324 526 2728 29 X

o
d 00.... e e ew

Puc. 21 bnor- rubpunuzanusa pOe 49 c renomuoit JIHK Bugos xommiekca O.
officinalis, oopabdorannoii sumonykieasorr Hind Ill. I'eHoMbl, BuIbl 1 00Opa3iibl
yKa3aHbl CBEpPXy pHCYHKa; TMOPSAAOK MPOHYMEpOoBaHHBIX o00pasuoB (1-30)
COOTBETCTBYET MOPAAKY 00pa3iioB B Ta0u. 1 mpunoskenus (Shcherban et al 2000).
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Ta6ua. 6 BHyTpu- 1 MeXBUIOBbIE T€HETHYCCKHE PACCTOSHUS JUIS JUTUIOMIHBIX U
TeTparionIHeIX BUA0B koMiniekca O. officinalis.

feHom  Bug BHytpu  Meway BBCC CCDD
Bga®  Bugamu’ . — —— —

O.punctata 0. minuta  O. officinalis  O. grandinglumis 0. latifolia 0. alta

CC 0. officinalis  0.0740 0.6338 05817  0.5403 0.7231 0.6757 0.7231
0. eichingei  0.1483 0.4482 06338 05334 0.7406 0.7336 0.7405

Sri Lanka 04581  0.5000 05739 05467 0.7403 0.7210 0.7403

Affica 0.3963 06936  0.5200 0.7408 0.7461 0.7407

O. rhizomatis ~ 0.0042 0.7102 06333 06324 0.7411 0.7453 0.7715

BB 0. punctata 0.0000 - 03778 05041 04546 0.7827 0.7091 0.8048
EE 0. australiensis  0.0000 - 0.9429 08800  0.8824 0.9445 09112 0.9445
BBCC 0. punctata 0.0000 0.0000 03987 02182 0.7544 0.6667 0.7371
O. minuta 0.0039 02066 0.3987 0.0039  0.3050 0.7518 0.6321 0.73%

0. officinalis  0.0124 0.2182 03050 00124 0.7143 0.6154 0.6970

CCDD 0. grandighumis 0.0000 0.7544 07518 07143 0.0000 0.4627 0.0518
0. latifolia 0.0000 02184 0.6667 06321 06154 0.4627 0.0000 0.4626

0. alta 0.0115 0.7371 0739  0.6970 0.0518 0.4626 0.0115

*PaccTosHMSA JaHBI Ij1s BUIOB, Y KOTOPBIX MPOAHAIM3MPOBAHO 00JIEe OAHOr0 00pasia
6
CpenHee TeHETUYECKOE PACCTOSIHUE Y BUJIOB, OTHOCSAIINXCS K OHOMY T€HOMY

Ha ocnoBe panmnbix RFLP-ananm3a Oblia mocTpoeHa JeHIporpaMma, Ha
kotopoi murutonansie TeHombl. CC (O. officinalis, O. eichingeri, O. rhizomatis),
BB (O. punctata) u EE (O. australiensis) o0pa3ytor otaenbHbie Kiiactepsl (Puc.
22). EE- reHom sBisieTcss HauboJiee NUBEPTHPOBAHHBIM OTHOCHUTEIBHO JPYTHX
T€HOMOB. BTOpPBIM 1O CTENEeHM AMBEPTeHIINU SIBISIETCS KJacTep TETPaIrIOUTHBIX
Busi0B CCDD- renoma. Terpamiouansie Buasi BBCC- renoma kinacTepusyroTcs
coBMeCcTHO ¢ oOpasmamu auruiouanoro O. punctata (BB), o6pasyromumu
otnenpHyto noarpymmy (Puc. 22).

['eHeTnyeckue paccTosiHUsI, HaOMI0AaeMble MEXy pa3iuyHbiMU Bugamu CC-
reioMa (cpemnee D=0.458) mnpumepHo B JBa pasza BbIIE TIEHECTHUYCCKHUX
paccTosiHu#, HabmomaeMblx BHYyTpu Terparionnnbix renomoB BBCC u CCDD
(cpemnee D=0.206 u 0.218, coorBercTBeHHO) (Tabdn. 6). Kaxmplii AUIIOWIHBIHN

BUJT UMEET crenuPpuIecKuil CeKTp TuOpUAN3alNY, 3a UCKIroYeHneM oopasios O.
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eichingeri uz Adpuku (Yranna) u Aszuu (IlIpu JlaHka), KOTOpPBIE KIIACTEPHIYIOTCS

OT/eNIbHO JpyT OT Apyra (Puc. 21,22).

Genetic similarity

0 0.25 0.50 0.75 1.00
I L. ' l I Species Ace.
100 | O.australiensis 101397
O.australiensis 103268
| O.australensis 105272
100 | OJatifola 105139
! O.hatifolia 100165
98
Q.alta 100161
([: 0.alta 105138
O.grandiglumis 1001566
O.grandiglimis 101405
100 [ O.minuta 101097
L O.minuta 82048
49
99 O.officinalis 105328
_E O.officinalis 105223
70 O.punctata 105153
O.punctata 105137
O.punctata 101330
O.punctata 104154
O.punctata 104073
O.punctata 101434
100 - O.eichingeri 103161
| O.efchingeri 101422
O.rhizomatis 100429
100

O.rhizomatis 1054489
99 O.rhizomatis 105659
Q.eichingers 105412
47 O.officinalis 105396

—{: O.officinalis T84
O.officinalls 103684

O.offfcinalis 531-1
; O.officinalis 106520

Origin  Genome

Australia |
Australia
Australia

—

Guatemala
Guatemala

Brazil
Suriname

Brazi
Brazi

Philippines
Philippines

India
India

Nigeria
Congo
Nigeria

Cameroon” |
Cameroon
Tanzania

Uganda
Uganda
SriLanka
SriLanka
SriLanka
SriLanka

China

Myanmar

Indonesia
Malaysia
PapuaNew
Guinea

EE

CCDD

BBCC

BB

CcC

Puc. 22 Jlenaporpamma Ha ocHoBe RFLP- anammsza BugoB kommuekca O.
officinalis ¢ wucrmons3oBanmem pOe 49. Cpepxy JnaHa IIKajga TeHETHYECKOTO
cxoactBa. CnpaBa- Ha3BaHMs BHUIOB, KaTaJOXKHbIE HOMEpA

MIPOMCXOXICHNE U coOTBeTCTBYIomMe renombl (Shcherban et al. 2000).

00pa31os,
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Baytpu knactepa terparuionnnsix BunoB BBCC- reHomMa MOXHO BBIICITUTH
noarpynmy Omuskux BuaoB O. officinalis u O. punctata, npouspacraromux B
Nuann u Adpuke, COOTBETCTBEHHO, a Takxke Oosiee nuBeprupoBaHHbi Bup O.
minuta u3 Oro-Bocrounoit Asun. OtHOocuTenbHo CC-reHoma, TeTparIOH IHbIH
O. punctata (BBCC) nau6onee 6mmzok murutongaomy O. eichingeri uz Adpuku
(D=0.396), KOTOpBIi MOXET pPACCMATPHBATHECS B KAuECTBE MPEAIOJIAraeMOro
nonopa CC-reHoma, Torma kKak jJoHopoM BB- reHoma, mo Bceil BHIMMOCTH,
spisieTcst mumonaabii O. punctata, mpouspacraromuii Ha TOW K€ TEPPUTOPHHU.
Hpyrue terpamnonnnsie Buasl BBCC- reHoma mpuMepHO B PAaBHOM CTENEHU
ynanens! ot aumtonaHbix O. officinalis u O. eichingeri (Ta6m. 6).

Knactep CCDD- renoma siBiisieTcsi Haubosee n30JMpOBaHHBIM OT BCEX APYTUX
BUIOB Komruiekca, mpu stoM Buael O. grandiglumis u O. alta wumetor
NPAaKTUISCKH UICHTHUYHBIC CIIEKTPBI ruOpuan3anuu u ooocodnensl ot O. latifolia
(Puc. 21,22).

Bo Bcex ciydasx oOTMeyancs HU3KHHA  ypOBEHb  BHYTPUBHUIOBOTO
noJuMopdu3Ma, 3a UCKITIOYCHUEM BbitieykazanHbX (opm O. eichingeri, a Taxxke
skoreorpadudeckux dopm O. officinalis uz Kuras 1 MpsHMBI, OTIHYAOITMXCS TI0
RFLP-criektpam apyr oT apyra u ot oOpasioB Oojiee ONM3KUX K JKBATOPY
(Uunonesusi, Manaiizus, Ilanya Hosas [I'Bunes) (Puc.21,22). HauGonee
ynaneHHbIMU OT Apyrux mpexactraButeneir CC-renoma sisitorcs obpasmsl O.
eichingeri u3 Adpuku, Torna kak oopasipl Toro xe Buaa u3 lpu Jlanku 0nmu3ku

k O. rhizomatis, mpouspacraromiemMy Tam xe.

3.1.2 Ananu3z noauMoppu3Ma  HHTErpasHOro jJaomMeHa  gypsy-

PeTPo3JIeMeHTOB CpeaM AW- M MOJMIUVIOMWAHBIX BHI0B KoMmiuiekca O.

officinalis

[Ipeapiaymnii aHanu3 CTPYKTYPHOUM opraHuzanuu mnociefoBatenbHocTu pOe
49 y pasmuuHbIXx oOpasmnoB kommwiekca O. oOfficinalis mo3Boawa mocTpouTh
JNEHAPOrpaMMYy BHJIOB, COTJACYIOIIYIOCS C MOP(OTreHETUYECKUMU JAHHBIMU

(Vaughan, 1994). DT0 mMO3BOJMIIO TPEIINOJIOXKNATE BEPTUKAIBHBIA XapaKTep
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HBOJIIOLINY YKa3aHHOM MOCIEA0BATEIBHOCTH KaK B COCTaBE TUIUIOMAHBIX, TaK U Y
MOJIMIIJIONTHBIX BUJIOB KoMIuiekca. J{Jist onenku crenenu aquseprennuu pOe 49 u3
pa3IMYHBIX BHJIOB KOMIUJIEKCA HAMU OBLIM W30JIMPOBAHBI MOCIEAOBATEIHLHOCTH,
cootBercTBytomue ydactky INT- gomena gypsy- perpoTpaHcrio3oHa U TIpO-
aHAJIM3WPOBaHa UX MEPBUYHAS CTPYKTYpa.

belmu  CKOHCTpYHMpOBaHBI CleU(PUIECCKAE MpalMepbl sl aMILTU(UKAITIN
INT- dparmenrta, comepkamero pOe 49, mexnay AByMsS KOHCEPBATUBHBIMH
caitamu (Puc. 23). C moMomipio 3TuX mpaiiMepoB ObuT ipoBeacH [11[P- anamms 13
00pa3IoB, MPEACTABISIONINX PA3IMYHbIE TEHOMBI U3Yy4aeMOoro KoMmIuiekca (taoi. 1
npwioxenusi). Bee oOpasubl gaBanu [TLIP-ipoyKThl, BApbUPYIOIIUE IO JUTUHE OT
300 mo 350 mu. Ilocme kmonmpoBanus upoaykroB II[[P Obuin oTOOpaHBI

PEKOMOMHAHTHBIE KJIOHBI C BBICOKOM Tromosorueit k pOe 49 mo curnamy Oi0T-

TUOpUIU3ALIIH.
" INT
pol >
LTR UTL gag —® // —env LTR
/ /
6 /
| 4

INToff KGBR- -- POTDEOS
Gypsy P -- SSSNEQV
Del  srELI -- PQTDE-S

Puc. 23 Cxema IIIP- ammiudukamuu dparmenra INT- momena. (a)- Kapra gypsy-
perporpaHciio3oHa ¢ ykazanuem LTR, Herpanciaupymoro smaepHoro ydactka (UTL),
tpex OPC (gag, pol u env), a Taxke INT- nomena (Marlor et al., 1986). (0)- cpaBHeHHE
¢parmenta INT- momeHa, OrpaHUUYEHHOTO KOHCEPBATUBHBIMHU CalTaMU, U3 Pa3IUYHBIX
gypsy-petpoanementoB: INToff- mpoananusupoBanubiii B 3T0M pabore dparment u3 O.
officinalis (Kat.N°100948); Gypsy- perpoanement D. melanogaster, P10401; Del- del 1-
46 perporpancmo3on Lilium henryi, X13886. MaeHTuuHble OCTATKH AMHHOKHUCJIOT
3aKpalieHbl TEMHBIM, CBETJIBIM 3aKpallleHbl TO3UIMH, B KOTOPHIX HACHTUYHBI JIBa
ocratka (Shcherban et al. 2001).
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Bce knmonnpoBannsie INT- ¢pparmeHTs ObUIH CEKBEHHUPOBAHBI U MOJTYUYCHHBIE
HYKJICOTHJIHbIC, & TaKXe COOTBETCTBYIOIINE AMHHOKHCIIOTHBIC IMOCIICOBATEIh-
HocTH ATHX (pparmeHToB momemeHsl B GenBank mon momepamm AF244753-
AF244806. Ananmu3 nepBuYHOM CTpYKTyphl INT- KJIOHOB C TOCIEAYIOIMIMM
MIOMCKOM TOMOJIOTHH B 0a3ax JaHHBIX BBISBHII UX HamOodbiiee cxoacTBo ¢ RIRE-
2 gypsy- nmomoOHbIM 3nemMeHTOM prica (Ohtsubo et al., 1999). T'omonorust INT-
IIOCJICIOBATEIPHOCTEH BHYTPH OTAEIbHBIX TeHOMOB Komiuieckca O. officinalis
coctaBisieT 85-90%, Torma kKak MEXIy BUIAMH Pa3IAYHBIX TeHOMOB- 75-80%.
Bce kioHmpoBaHHBIC TOCIEAOBATEIPHOCTH MOXKHO pa3leluTh Ha 2 TPYIIIHI, B
3aBucUMOCTH OT JuiMHBL. IlepBas rpymma (INT1) BxIrowyaeT BapuaHThl JIMHOU
351 o, BTOpas rpynna (INT2)- ykopodeHHble BapuaHThl utHHOM 292, 281 u 305
nH (mocneaHue aBa ObUIM HaineHbl ToJbko y TeTpamtonansix CCDD- Bumos).
YKOpoUueHHbIE BapuaHThl BO3HUKIIH, CYIsS IO BCEMY, B pe3yibrare aeneruu~ 50
ITH BOJIM3M caiiTa OT)KUTa OOpaTHOTO MpaiMepa U, 0 BUANMOMY, MPEACTABIISIOT
He(YHKIIMOHAJLHBIN T'eH.

Ha ocHoBe HykieoTuIHbIX mochenoBarenbHocteid rpynmbl INT1  ObLt0

noctpoeHo (unoreneruueckoe apeBo komiuiekca O. officinalis (Puc. 24). Ha Hem

MOKHO BBIACIUTh 3 OCHOBHBIE TIpyHnbl: Tpynmy |, BKIIOYAIOLIYI0 JaTHHO-
amepukanckue Buabl (CCDD- renom), rtpymmy Il BumoB adpukanckoro
npoucxoxaenus (CC, BB wu BBCC-renowmsl), 348  HUCKIKOYECHUEM

pacnpoctpanenHoro B Mumuu Buma O. malampuzhaensis (cun. O. officinalis
BBCC) wu rpymmy |1, Brirouaroniyro, riaBHbIM 00pa3zom, azuarckue Busl (CC u
BBCC- reHomsl).

Takum oOpaszom, MOJy4YeHHbIE HAMHU JaHHBIE MO CTPYKTYPHOU NUBEPTECHIIUU
INT-nomena  gypSy-peTpoTpaHCIO30HOB  YKa3blBAalOT HA  HE3aBUCHUMYIO
npoiudepanio B T€HOMaX U BEPTUKAIBHOE  PACIpPOCTPAaHEHUE YKa3aHHBIX
rocienoBarejapHocTed B xone apomounu BuaoB komruiekca O. officinalis,
BKitouyas rterpamonansie  Buael  (BBCC), nacnepyroomme nojacemencTBa

PETPOIJIEMCHTOB OT CBOUX IIPECAIIOIAraCMbIX TUILNIOMIHBIX IPECANICCTBECHHHUKOB.
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O.latifolia B

79 — Q.alta

O.grandiglumis i

O. eichingeri (Affica)

100 54

O.malampuzhaensis
68 II

g9 [ O.punctata (BB)

100

——  O.punctata (BBCC)

O.minuta
100

O.officinalis (China)

84

O. officinalis (India) .

54

O.eichingeri (Sri Lanka)
30

g9g [ O.officinalis (Malaysia)

——  O.rhizomatis A
Puc. 24  [leumporpamma komiuiekca O. officinalis nHa ocHoBe aHanm3a

HYKJICOTUIHBIX TocaenoBarenbHocTer  INT- momena Qypsy- peTpodIeMEHTOB.
JI71st BUZIOB, UMEIOIITNX Pa3IMYHbIE IKOJIOTO-Teorpaduueckue Gopmbl (TIOIBHUIBI) B
ckoOKax ykasaH perroH npoucxoxaeHust (Shcherban et al. 2001).

3akaouenue Kk ruaase 3.1. Hamu Obuia BrepBble HM3yd€Ha CTPYKTypHas
IUBEPTEHINS TMOCIEeI0BATEIbHOCTH (JYPSy- MOAOOHOrO peTpodjieMeHTa Y
IOUILUTOMIHBIX M THOJMIUIOMAHBIX mpeacraButencii komiuiekca O. officinalis puca.
Ha ocnoBe RFLP- ananm3za u JaHHBIX CEKBEHMpPOBAHUS  HYKIJICOTHUIHBIX
MOCJIEA0BATEIBLHOCTEH TOr0 AJIEMEHTa Y Pa3IUYHbIX BUJOB OBUIM MOCTPOCHBI
¢uIoreHeTHYecKue JEpeBbs,  KOTOPbIE XOPOILIO COTJACYIOTCS C 3KOJOro-
reorpauueckoil M TeHeTHYecKoll auddepeHunanueii BHUIOB  yKa3aHHOTO

komruiekca (Puc. 22,24). D10 CBUAETENBCTBYET B MOJB3Y MNPEUMYIIECTBEHHO
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BEPTHUKAJILHOIO MEXaHU3Ma nepeaadn gypsy- moJ00HBIX PETPOIIEMEHTOB B XOJ€
sBosronMM BUI0B Oryza, mpu 3TOM CTENEHb JTUBEPTEHIIMHU MOCIIEeI0BaTEIbHOCTEMH
KOPPEJIHUPYET C TEHETUYECKUM PACCTOSHUEM, PA3JCISIIOIIMM TE WM UHBIE BUJIBI
(momBumel). IlociaenHsss 3aKOHOMEPHOCTh XapaKTEPU3YeT W B3aMMOOTHOIICHMS
MEXK1Y MOJUIUIOUIHBIMU BUIAMU U UX MPEANOJAracMbIMUA JTUIUIOUAHBIMUA TPE-
mecTBeHHUKamu. Tak, ammoreTpamionjinble  Buasl ¢ reHomoMm BBCC,
nmpouspacrarolire Ha Tepputopusix Adpuku u KOro-BocTtouHol A3uu ¢ BBICOKOM
BEPOSITHOCTBIO  KJIACTEPU3YIOTCsT coBMecTHO ¢ BB- uw  CC- reHomMHbIMH
JTUIUIOWIHBIMU BHJIAMHU, KOTOPBIE PACIpPOCTPAHEHBI B TEX K€ pailloHax. Takum
00pa3oM, CTPYKTypHas opraHu3amus gypsy- MmoJ00HBIX PETPOIIEMEHTOB B I1€JI0M
HE IMPETEPIIEBAIA 3HAYNTEIbHBIX U3MEHEHUN B XOJI€ MOJUIUIOUIA3ALNH, YTO JAET
BO3MOXKHOCTh HCITOJIB30BaTh IocienoBaTenbHOCTH LTR-peTpoTpaHCcio3oHOB B
KaueCTBE MAapKEpOB Il OLICHKU (PUIOTEHETUYECKUX OTHOUICHUM MEXIY

JUIINIONAHBIMHA U ITOJIUMIINIONIHBIMH BUAAMU.

3.2. AHaIu3 TreHOM- cnelupUIHOro perpolieMeHTa B coctaBe D- renoma
MATKOM MIIEHUIBI

W3 reHOMHO# OHMOJIMOTEKM MSATKOW TIIEHHIBI T.aestivum copra «Renany
paHee Obut 0TOOpaHbl 9 BAC-KJIOHOB, coliepKallluX CyOTEIOMEpPHBIE MOBTOPHI
(Salina et al.,, 2009). Cpenu Hux, ¢ wucrnoib3oBanueM wmerona FISH Obliu
BBISIBJIEHBI 2 KJIOHA, HWMEIOIIME JUCIEePIUPOBAHHBIA T€HOM-CIeUru(pUUHbIN
xapaktep pacnpenenenus: BAC 2383A24 u BAC 112D20. OnHnoBpemeHHas
rubpuauzanus ¢ 30HaamMu PSC 119.2 u pAs 1- mapkepamu B- u D- cybrenomon
msrkoi mnenunsl  (Schneider et al.,, 2003) moka3zaia nperMyIIECTBEHHYIO
ruopuauzammmio  BAC 2383A24 ¢ xpomocomamu  B-cybrenoma u
npeumymecTBeHHyo rubpuauzammio  BAC 112D20 ¢ xpomocomamu  D-
cyorenoma. bBbpUIO cmenmaHO TPENNONIOKEHHE, YTO CHeHU(UYHBIA XapakTep
pacrpenesieHns ykasaHHbIX BAC-KIOHOB B TeHOMe T.aestivum oOycioBieH
HAJIMYUEM B HUX MOOWIBHBIX 3JIEMEHTOB, aMIUIU(DUIIMPOBAHHBIX B OTAEJIbHBIX

Cy6FeHOMaX HOJIHHJIOPII[HOﬁ IIIICHUIIBI.
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Puc. 25 FISH meradasubix xpomocom T. aestivum (copt “Renan’) ¢ 3oH1aMH.
a- BAC_112D20 u pAsl (otnensHo); 0- pLila2 u pAsl (epGansb u ap. 2012).

['enomuyro nokanuzanuio BAC- kmona 112D20 onpenensnu metonom FISH
BAC-kiona u kimonupoanHoi renom crneuuduunont JJHK ¢ xpomocomamu T.
aestivum copra “Renan”. Ha Puc. 25a npezacraBieH pe3yiabTaT THOpUAM3AINAN C
neymst 3o1amMu — BAC_112D20 u pAs 1 B kadectBe Mapkepa D- renoma msrkoi
neHuipl. Hanbonee nHTeHCHMBHBIN curHan rudpuanzanuu BAC- kiioHa BbISIBIIEH
Ha 14 xpomocomax, OTHOcSHXCA K D- reHoMy. AHaIOTHYHBIA pe3ynbTaT
NOJy4eH W I JPYrMX COpPTOB Msrkod mmeHunpl:  «Chinese Spring» wu

«CapatoBckass 29» (pe3ynbTar He mpeiacTaBieH). Hapsnay ¢ 3TuMm, Ha OZHOM
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npenapare nposenena FISH BAC _112D20 ¢ punmowmHbIMUA BuUgamu: 1.
monococcum (AA), Ae. speltoides (SS) u Ae. tauschii (DD). B nocientem ciaydae
BBISIBJICH PaBHOMEPHBII CUTHAN THOPUAN3AIMHA Ha BCEX XPOMOCOMAX, TOT/1a KaK y
JIBYX JIpYyTUX BHUIOB CHUTHAl TMOJHOCTBIO OTCYTCTBOBaj (pe3yiabTaT He
npeacTaBieH). Takum o0pa3oM, HCIOJIB30BaHWE B KauyecTBE 30HIA KIIOHA
BAC_112D20 mno3BossieT 3(pexTuBHO HACHTUPHUIMPOBATH XpoMocombl  D-
reHoMa. JlucrmepcHbIi XapakTep THOpUAM3AIMN yKa3blBaeT HAa MPHUCYTCTBHE B
coctae BAC- xnona mnosropsitoieiics JHK (MD), momyuuBiied Hmuapokoe

pactnpoctpaHenue B D- renome.

3.2.1. CyOki1oHUpOBaHHEe W AHAJM3 NePBUYHOIN CcTPyKTYpbl D- remom

cnenuduunoro ki1ona BAC 112D20

Hamu npoBeneH netanbHbli aHAIM3 NEPBUYHOM CTPYKTypsl BAC- kinona
112D20. IlpenBapuTeabHO MbI MNONYYHWIH OUONHOTEKY CYOKIIOHUPOBAHHBIX
dparmentoB JIHK, conmepxkamiyto 793 kiona co BcraBkamu pazmepom 0.2-3 TrH.
C ucnonp3oBanueM nporpamMmbl BLAST BBISBICHBI M MCKIIOYEHBI W3 aHAINA3A
nocienoBareiabHoCTH BekTopa pIndigoBACS (7.5 tnH) u renomuoi JJHK E. coli
(oxoso 7.5% ot obmiero uncaa cyokiaoHoB). OcTaBiimecs CyOKIOHBI 00SCIISUUITN
4—6 xpatHoe nokpeiTe BctaBku BAC_112D20 pazmepom 76327 nH.

BrisBiena Beicokast HackimeHHocTs BAC_112D20 M3, npuuem npeobiiananu
cpean Hux LTR- perporpancno3ons! (81.6% obmieit amuasl BAC- kioHa, Ta0i.
9). Haubonee pacnpoctpaneHHoe cymnepcemeiictBo Ty3-gypsy- mogoOHBIX
anemeHTOB 3aHuMaeT 61.7% BAC- kiona. O6Hapy)eHbI “BIOKEHHbBIE HHCEPITUN
LTR-perporpancnozonor Sabrina, Carmilla, Lila, Tar B apyrue sneMeHTbI TOro
ke kmacca: Fatima, WIS, a raxxe B JIHK- tpancmoson cemetictBa CACTA (Puc.
26).

Knacc JIHK- Tpancno3oHOB mnpenctaBiieH e€aIuHCTBeHHOM komment CACTA-
anemenTa Jorge 112D20-1, cocrasmstomieit 16.9% nmuast BAC_112D20 (taba.
8). TI'paHuIlBI 3TOrO0 TPAHCIIO30HA TOYHO OMPEACICHBI MO HAIMYUIO TOBTOpA

CACTA B MHBEPTUPOBAHHOW OPUEHTALMHU, OIPAHUYEHHOTO IYyIUIMKAalMEN cailTa-
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muieHn CAA (Puc. 26). Kornessie yuactku Jorge _112D20-1 amunoit oxosio 400
nH uMmeroT 96% TOMOJOTMHM C COOTBETCTBYIOIIMMHM YYacTKaMH 3JIEMEHTa
Jorge_AF326781-1 wu3 renoma T. monococcum. BHyTpeHHSSI 4acTh
Jorge_112D20-1 wumeeT iuilb YacTUYHYIO romoJioruto ¢ Japyrumu CACTA-
TPAHCIIO30HAMH U BKJIIOYAET OOIIMM ISl ’TUX DJIEMEHTOB y4aCTOK, KOAUPYIOUTUH
TpaHcno3asy. B nentpanpuyio vacth snementa Jorge 112D20-1 Bcrpoen Ty3-
gypsy- perporpancno3on Lila_112D20-1 pgmuuoit 14 tonH. OH  orpaHudeH
nymkanueit caiita muiieHn CCTG u copepxut Hecummetpuunbie LTR. 5'-LTR
Ha 0.4 TiiH kopoue 3'-LTR (1.1 TnH) u3-3a neneuuu B EHTPaIbLHON YacTH.
Iji 1 Sabrina-2p

-

Jorge-1

e :l\:
. WD

- T

B Perporpancnioson, LTR, gypsy 61.7%

[ perporpancnoson, LTR, copia 19.9%

[ AHK Tpancnoson, CACTA 16.9%

3=
B

<«
I TeHbl l.

Puc. 26 CtpykTypHas opraHusanus TeHOMHOro ¢parmenta T. aestivum miuHOMR
76 327 ma B cocrae BAC_112D20. [lanusiii ¢gparmeHt comepxut D-renom-
cnenududHbIi perporpancno3on Lila (Lepbans u ap. 2012).

B cocrae BAC_112D20 BbIsiBI€HA TOJBKO OJHA MpEANoJiaraémMas OTKphITas
paMKa cUMThIBaHMs, He Konupyromias MO (Tabmn. 7, Puc. 26). 3tra OPC komupyer
nocinenoBaTeabHOCTh M3 307 aMHMHOKMCIOTHBIX OCTAaTKOB, KoTopas umeetr 49%
TOMOJIOTHM C TPOJYKTOM HEW3BeCTHOro reHa Ae. tauschii, pacmonosxeHHOTO

BOJIM3U T'€HAa YCTOWYMBOCTU K JHCTOBOM pxaBunHe Lr21 (AF532104.1). Baytpu
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nzydaemoro BAC- knona sta OPC c obeux ctopon orpanmueHa Ty3-gypsy-
anementom Fatima_ 112D20-1p.

Ta6a. 7 Dnementsl, uaeaTuduimpoBanabie B coctae BAC _112D20.

Knace, cynepcemeiictgo, cemeiicTBo Yucno komnuii Jlnuna, m.H. ?Lﬁ;g:}::}[?g
Knacc 1 (LTR-petpoTpaHcnozonsl) 7 02299 81.6
Gypsy 5 47118 61.7
RLG_Fatima 112D20-1p 1 7808
RLG_Sabrina 112D20-1p, 2p 2 7247, 3647
RLG_Carmilla _112D20-1 1 14381
RLG Lila 112D20-1 1 14035
Copia 2 15181 19.9
RLC_WIS 112D20-1 1 8509
RLC _TAR 112D20-1 1 6672
Knacc 2 (/IHK-Tpancnozonsr) 1 12924 16.9
CACTA, DTC Jorge 112D20-1
Tenbl 1 921 1.2
Heupentuduunposantble noc/1e10BaTeIbHOCTH 0.3

Xpomocomuyto Jokam3anuio BAC 112D20 Mbl onpeaeisuii ¢ ITOMOIIBIO
[TI[P-ananu3a HYyJUIM-TETPACOMHBIX M JCJICHHMOHHBIX JUHMA T. aestivum c
UCIOJIb30BAaHUEM Crielurueckux mnpaiMepoB K paioHaMm, GIaHKUPYIOIIIM
caiiThl BCTpanBaHus peTporpancmno3ona Lila B cocraBe BAC 112D20 (paiionsi J1
u J2 pnunoii 402 u 355 nH, coorBeTcTBeHHO, Puc. 26). TP ananu3 >tux auHUi
MO3BOJIMJI YCTAHOBUTH Hanmuuue mpoTsbkeHHoro @parmenta BAC_112D20 B

COCTaBe AUCTAILHOTO pailoHa xpoMocombl SDL (pe3yabTaT HE MpecTaBIIeH).

3.2.2 Gypsy- mopo0HbIii perporpancmo3on Lila kak cnenuduueckuii

Mapkep D-renoma

C menpl0  WACHTUPUKAUA  HYKICOTHIHOW  TOCJIEIOBATEIHLHOCTH,
cenuduyHoit s D- reHoma, HaMU TIPOBEACHA CpaBHUTEIbHAS OIlCHKA
nosmmMmopdusma Bcex MO, Bxomsanmux B coctaB BAC- kiona 112D20. Ananuz

T'OMOJIOTHYHBIX HOCHCI[OB&TGHBHOCTGI\/II B OaHKax JaHHBIX C ITIOMOIIBIO ITPOTPAMMBI
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BLASTN mnoxka3an, yto 60JbmUHCTBO cemeiicTB M3 atoro BAC- kioHa mmpoko
NPEICTaBICHbl  IOCJIEIOBATENLHOCTIMU M3  PA3IMYHBIX TEHOMOB  MSTKOM
MIIEHUITBI ¥ COOTBETCTBYIOIIUX BHJIOB- TMPEAIICCTBEHHUKOB. AHAIN3 TIOJIU-
MoOp(H3Ma 3TUX CEMEICTB yKa3bIBAET HA OTCYTCTBUE BHIPAKEHHON AMBEPreHLIUU
MEKIy T€HOMaMH M Ha 3HAYMTEIbHYIO IEpPeKpecTHyr0 romojoruio (82-95%)
MEXy MPEACTABUTEISIMU TOTO WJIM MHOTO CEMENCTBA, BBIJICIICHHBIMU U3 Pa3HBIX
reHoMoB. EJIMHCTBEHHOE WCKIIOYeHHE Tmpeactasiser [Yy3-gypsy- perpo-
tpancno3oH Lila_112D20-1. C momomipio nporpammbl BLASTN HaiineHa TOIbKO
onHa mnocnenoBarenbHocTh (AF488415.1) w3 rewoma T. monococcum,
roMoJiornyHasi JaHHomy 3siemeHTy (75-80% romosnorun).

JIns nanbHE#ero nomcka mapkepa D- reHoma Mbl UCTIOJIB30Balu  crienudu-
yeckue mpaiimepsl k parioHam J1 u J2 (Puc. 26). C nmoMomipio 3TUX MpaiMepoB
npoeaeH [I[P- awmanu3 renomuoi JIHK pasznuyuHbIX OUIUIOMAHBIX U
NOJUIUIOUTHBIX BUmOB Triticeae (Puc. 27). TIIP- mpoaykThl HYXHOW IJIMHBI
OOHAPYKEHBI TOJIKO Yy MSTKOM MIIEHHUIBI T. aestivum u auriongHoro Buma Ae.
tauschii. ITo-eunumomy, peTpoTpancno3on Lila BcTpowmiics B coctaB gparmeHTa,
kionupoBanHoro B BAC_112D20, mocne AWBEpPreHUUH IUTIOUIHBIX BHUIOB,
BHYTpU npeaka Ae. tauschii, u, B mampHeiiliieM, 3TOT y4acTOK BOIIEI B COCTaB
TeKCAIJIONTHOM IMIIIEHUIIBI B pe3yIbTaTe CKPEUTUBAHUS TCTPAIJIONIHOMN MIITECHUIIBI

(BBAA) ¢ npeaxosbim BuoM Ae. tauschii- qonopom D-reHoma.

/ 2 3 4 5 6 7 & 9 0 11 M

I.H.
500
400

Puc. 27 TIIIP amamu3 renomuodi JIHK pasnuaabix BugoB Triticeae c
MCIOJIb30BaHUEM CHEIU(PUUECKUX MpaiiMepoB. a- k J1 paiiony; 6- k J2_paiiony. 1-
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T. urartu; 2- Ae.speltoides TS01; 3- Ae.speltoides K389; 4- Ae.speltoides TS86; 5-
Ae. umbellulata; 6- T.dicoccoides; 7- Ae.longissima; 8- T.timopheevii; 9-
T.aestivum (“Chinese Spring”); 10- Ae. tauschii; 11- BAC_112D20. B kauectse
mapkepa jumHbl PparmentoB JIHK ucnons3osan “100 bp DNA ladder”.

C menpi0 MOATBEPXKIEHUS CHenU(MUIHOCTH peTpoTpaHcmo3ona Lila mus D-
reHoma Hamu npoeneHa FISH ¢ oTnenbHbIMM KOPOTKMMH KJIOHHPOBAHHBIMU
dbparMeHTamMu, IPEACTABIISIIONTUMHI pa3IMYHbIe pailoHbl JaHHOTO AmeMenTa: LTR,
a Tak)Xe BHYTPEHHUU Koaupyrouui paitoH. HambGonee crneruduunblii cUTHAI
oOHapyXeH P THOpUAM3aIK rmocieaopareabnoctr pLila 2 mmao# 1.2 ToH u3
ydacTka, Koaupyromero oopatHyro tpaHckpunrtasy Lila (Puc. 256). Taxum
oOpazoM moaTBepxaeHo, 4yTo Bxonamuid B coctaB BAC_112D20 Ty3-gypsy-
perporpancnio3on  Lila_112D20-1  oOycnaBiuBaeT  NPEUMYIIECTBEHHYIO

I‘I/I6pI/I,Z[I/I3aHHIO sroro BAC-kjoHa ¢ XpoMocoMaMu D-renoma mMsrkou INIMICHUIIBI.

3akiaouenue k riaaBe 3.2 B pesynprate ckpununra BAC- OuGnmorexku T.
aestivum copra ‘Renan’ oObu1 BeisBieH BAC- kimon 112D20, mposBistomni
JUCTICPTHPOBAHHBIA TEHOM- CHElMU(GUYHBIA curHan in Situ rudpuam3anuu ¢
xpomocomamu  D- renoma. Hamu mpoBeneH TOJIHBIA aHAIW3 TMEPBUYHON
cTpykTypsl ganHoro BAC- kiona (76 327 nH). J{ns HEro XxapakTepHO BBICOKOE
coaepxxkanue gypsy- LTR- perporpancno3oHoB (61.7%) m HHU3KOE coAcp)KaHHUE
reHoB (1.2%). Amnanu3 0a3 AaHHBIX HYKJICOTHJHBIX IIOCIIEIOBATCIHBHOCTEH,
FOMOJIOTUYHBIX  BbIsABJIEHHBIM B coctaBe BAC 112D20 LTR- petpo-
TpaHcmo3oHaMm, ¢ mnocnenywoome FISH ornenpHBIX CyOKIIOHOB — MO3BOJIAIHU
yCTaHOBUTH, 4T0 QYpSy- LTR- perporpancnoson Lila 112D20-1 oOycnaBnuBaer
D- renom- cienmpuunocts BAC 112D20. lanusie in Situ ruépuausaryu u [T1P-
aHaJM3a Pa3IMYHbIX BUIOB TritiCeae CBHUIACTEILCTBYIOT O TOM, YTO YKa3aHHBIN
PETPO3JIEMEHT MOABEPICs aMIUIM(pHUKAIMKA BHYTPH MpeakoBoro Buaa Ae. tauschii,

noHopa D- renoma.
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3.3. AHAJIM3 pAHHUX T€HOMHBIX HU3MEHEHHs B X0/le AJJIONOJIUILIOWIU3ANMH C
HCII0JIb30BAaHHEM MOJIeJIM CHHTeTHYecKHX amuimionaoB Triticum x 4egilops

C mOMONIBI0 Pa3IMYHBIX METOJAWYECKHX IMOIXOJ0B HaMU OBUI IPOBEICH
aHaJlM3 B COCTaBe CHHTETHYeCKMX amMmdumionmoB Triticum X Aegilops
nocrnenoBarenbHOCTeH TeHoMHoOM JIHK, paznudaromuxcst o TUITy opraHu3aiiy 1
(YHKIIMOHATFHON POJIH, BKIIOYAst CyOTeJIoMepHbIe, MUKpocareuTHeie (SSR),
cinyvaiiHo ammumndunupyemsie nocienoBarensHoctu JJHK (RAPD), a Takke reHbl
pudocomansHoii PHK. B kauectBe 00ObeKkTa Il aHaM3a MEPBBIX TPEX THUIIOB
MOCJIEIOBATEIBbHOCTE OBLUT HCIOJB30BAH CUHTETHYECKUW amburons Ae.
longissima TLO5 x T. urartu TMUO6 (TLO5 x TMUOG6) neporo mokoseHus. s
ananmu3a reHoB 45S pPHK Obin B3sT cuHTeTHUeckuil ampuriona Ae. sharonensis
THO1 x Ae. umbellulata TUO4 (THO1 x TUO4); Torna kak ananu3 resoB 5S pPHK

MIPOBOJIMJIN C MCTIOJB30BAHUEM 3-X CHHTeTHYeCKHX aMpurmutonaos (Tadm. 3).

3.3.1. 'eHoMHbIe M3MeHEHUS] HA PAHHUX CTaAUAX oOpa3oBanusi amdu-

miaouaa Ae.longissima x T.urartu

JIJist OlleHKM T€HOMHBIX M3MEHEHUU B CyOTENOMEpHBIX palioHaxX B Ipoliecce
ajutonoNIionin3anuu ucnoiaszoBanu [P ¢ npaiimepamu, pa3paboTaHHBIMU K
JaHHBIM  paifoHam. Bcero Obul0 wucnonab3oBaHO 66 Tmap MpaiiMepos,
KOMOMHUPOBaHHBIX U3 11 mpaiiMepoB K CyOTEIOMEpPHBIM IMOCIEI0BATEILHOCTSIM.
B 6ompmmacTBe citydaeB [11[P-criektprr amnononmumionaa TLOS X TMUO6 npen-
CTaBJISLIU COOOM COBOKYIMHOCTh (PparMeHTOB, aMIUTUDUIMPYEMBIX Yy 0OOUX
ponuteneii. [lossnenne HoBbIxX [I1[P-hparMeHTOB y M3y4aemMoro aJijionoauIuionia
TLOS x TMUO6 He Obuio oOHapyxkeHo. B Tpex ciyuasx HaOmrogancs Mmojiu-
MOP(U3M- CYIIECTBEHHOE YMEHBIIIEHHEC HWHTECHCUBHOCTH aMILTU(DUIIMPYEMOTO
dbparMeHTa y aJIOTIONUIIION 1A TI0 CPABHEHHIO C POAUTENbCKUMU (hopmamu. Jlis
NOATBEPKACHUS yKa3zaHHOro mnoJuMmopdusma Oblia TmpoBeneHa Cays3epH-
rubpuauzamus cnekrpa [P ¢ BeipesanabiMu u3 rens ¢parmentamu J[HK.
OnumuHanusa [IP-dparmenta amuHoit okosno 500 mH Oblia MOATBEPXKICHA

CaysepH- rubpuan3anueit Toabpko s ogHoM mapsl npaitmepoB Tel/Sp52R (Puc.
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28). TlocnenosatenbHocTh JTHK (Tel-Sp52R-500), ammmudumnmpyemast B reHOMe
T. urartu n orcyrctBytomas B I1L[P-cnekrpe amnononumionna TLOS x TMUOG,
OblIa KJIOHUpOBaHA. AHAIW3 MEPBUYHON CTPYKTYpPHI 3TOH MOCIEAOBATEIHHOCTH
(Ne B T'enbanke - DQ304632) He BBISIBUI CYIIECTBEHHOW TOMOJIOTHH K
TEJIOMEPHBIM TOBTOPaM W K CYOTEIIOMEpHOH TocleaoBaTenbHOCTH SpeltS2.
Bricokuii ypoBenb romosiorun (96-98%) obuapyxken y Tel-Sp52R-500 ¢ tpems
nocnenoBarenpbHOCTIMU JIHK TIIeHUIbI, pacniofio’)keHHBIMH B XpOMOCOMax 4-i
rpynmsl (4AL, 4BS, 4DS). Oana u3 Hux (4DS) meHTHYHA TTOCIEI0BATEIBHOCTH
MPHK Ae. tauschii (XM_020309779.1), komupyromeld TpaHCKPUITIIUOHHBIN
SEUSS-nogo0HbIft  QakTop, Y4YacTBYIOIIMHA B  PEryjsilidd  I[BETEHUS W
smOpuoHaneHoro pasputus (Bao et al. 2010). Jlnsa gaHHOM mOCIeA0BaTEIBHOCTH
oOHapy>keHa cooTBeTCTBYIOIIas EST msarkoi miieHuIlbpl, BBIIEICHHAS U3 KOJIOCA
Ha cTaauu panHero neteHus (BJ315318).

Wzyuenne opranuzanuu nociegaoparenbHoctu Tel-SpS52R-500 B reHOoMax Ae.
longissima, Ae. speltoides, Ae. sharonensis, T. aestivum ¢ nomoiupio Cay3epH-
TUOpUIN3AMKA BBIIBII JUCIIEPCHYIO KapTHHY THOPHAM3AIMU B KKIOM Ciydae.
(pe3ynpTaT HE TpeAcTaBiieH). Takum o0pa3oM, mnpu oOpa3oBaHUM aJlIo-
noymrmmonaa TLOS x TMUO6, B poauTenbckoM TeHoMe 1. urartu mpowusoriia
MyTauust B mocienoBatenbHocTH JIHK (mubo e€ mnonnas pgenenus, JmOo
MyTaIusi(1) B cailTax oTKura rpaimepa(oB), pacroyioxkKeHHON B 4-i1 XpoMocoMe H,

MIPEANOIOKUATEILHO, OTHOCAIIEHCS K MYJIbTHTeHHOMY cemelictBy SEUSS-

MOJA00HBIX TPAHCKPUIIIUOHHBIX (PAaKTOPOB.
/ 2 3 / 2 3

Puc. 28 3nextpodopes mnpomaykToB
[P (a), MOJTYYEHHBIX c
WCIIOJIb30BAaHUEM TIapbl TpaiiMepoB
Tel/Sp52R, u rUOpUIN3AIIHS
cnektpoB [1IIP ¢ 3on10M Tel-Sp52R-
500 (6). IIIP npoBoauaN ¢ reHOMHOM
JHK: 1 -TLO5, 2 - TMUO06, 3 - TLO5
X TMUO6. KionnpoBanHbIii
dbparmeHT pnauHOM okoio 500 mH

ykazaH crpenkor (IllepOanp u 1p.
2007).

ITH

1000 —
500 -

200 -
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3.3.1.1. RAPD-ananus

N3ydenne reHoMHbIX niepectpoek y amuononummonga TLOSxTMUO6 nepBoro
IIOKOJICHHsI MPOBOJAMIM TaKkxke myrem cpaBHeHMs [IL[P-criekTpoB, MmomgydeHHBIX
npu amiumpukanun reHomHor JIHK amnonmonmurmonpga u ero poautesneit ¢
ucrionb3oBanueM RAPD-npaitmepoB (Tabn. 4 mnpuioxenusi). Bcero mpu
ammumduxanuu JHK ponureneit 7. urartu TMUO6 u Ae. longissima TLOS ¢ 38
npaiiMepamu  Obl10  TostydeHo 375 RAPD-¢gparmentoB, u3 KoTophix 92-
cneuuuuHbl aias reHoma 1. wurartu w79 - nna reHoma Ae. longissima. B
OonbmHCTBE ciiydaeB RAPD-dparmentsl, cienuduyHbie sl pOAUTENICH, ObLIH
BbIsIBIIEHBI Yy amononumonaa TLOS x TMUO6. B to xe Bpems 12 IILIP-
¢parMeHTOB, TONyYEHHBIX Npu amiumduranuu ¢ mpaiimepamu R032, R036,
R092, R158, R160, R187, R194 renomuoit JIHK 7. urartu, u 18 ¢pparmeHTOB,
MOJYYEHHBIX TIpu aMiuddukanuu ¢ mpaiimepamu R036, R0O57, R068, R091, R092,
R160, R181, R182, R221 renomuoii JTHK Ae. longissima, He mpucyTCTBYIOT B
remome amononumonga TLOS x TMUO6 (Taba. 4 npunoxenusi, Puc. 29).
CrnenyeT OTMETUTb, 4YTO HOBBIX (PparMeHTOB amIiMUKaUU B TEHOME
AKCIEPUMEHTAIIBHO MOJIYYEHHOTO aJUIONOJMUIUIONa Npu cpaBHeHMH ¢ RAPD-
CHEKTPaMHU POJIUTEIBCKUX (POPM HE BBISBIICHO.

Jlns Oojee NETAJbHOTO aHaliu3a TEHOMHBIX MEPECTPOCK, MPUBOIAIINX K
u3MeHeHussM B RAPD-cniekTpax aiyionoJiiionsia OTHOCUTEIBHO POIUTEIbCKUX
dbopm, OBUTO TTPOBEJECHO KJIOHUPOBaHHE U cekBeHUpoBaHue pparmenta JJIHK Ae.
longissima pimunoi 600 mH. [lannas nocnenoBaTenbHocth JJHK (RO68-TL05-600)
WHTEHCUBHO aMIUTMUIIMpOBANa TPU UCIHOJIb30oBaHUU Tpaitmepa R068 wu
renomHoi JIHK Ae. longissima TLOS B kauecTBe MaTpHIlbl, HO OTCYTCTBOBaJIa y
usydaemoro autononuiuionaa (Puc. 29a). Ilpu rubpuanszanuu KIOHHPOBAHHOMN
nocnenoBareabHocTd R068-TL05-600 ¢ coorBerctBytommmu [I[P-ciektpamu
OBUIO TIOKa3aHO, 4YTO IMOMHUMO CHJIBHOTO curHaja ruopummzanun ¢ RAPD-
dbparMeHTOM HACHTUYHOM JUTHHBI, COICpPKAIUM JIaHHYIO TOCIIEOBATEIHHOCTD,

BbISIBIIsIETCS  OoJiee KOPOTKUHM (pparMeHT, TOMOJIOTMYHBINA JaHHOMY 30HaYy (Puc.
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296). CymecTtBeHHO Oosee crnadblii CUTHAI THOpHUIKM3AalUY ObLT OTMEUEH AJIS 3TUX
¢parmentos B [11IP-cnextpe ammononumionna TLOS x TMUO6.

Puc. 29 IIIIP c RAPD-mpaiitmepom
R068 (a) u rubpuauzanus CHEKTPOB
ITIIP ¢ 3ommom RO68-TL05-600 (0).
[P npoBoawnu ¢ renomHout JIHK: 1 -
TLO5, 2 - TMUOG6, 3 - TLO5 x TMUOQG,
4 - xoutposb (tmazmmaa RO68-TLOS-
600).  KmonupoBaHHbIH  (pparmMeHT
JIMHOU okoJio 600 MH yka3aH CTPEIKOn

(lep6anb u ap. 2007).

CpaBHEHME NEPBUYHON CTPYKTYpbl KIOHHMPOBAHHOW MOCJIEA0BATEIBLHOCTH
JIHK RO068-TL05-600 ¢ u3BECTHBIMH ITOCICIOBATCILHOCTIMH W3 0a3 JaHHBIX
BBISIBUWI 3HAUUTENbHYIO TomoJioruio (98%) c mocienoBaTeIbHOCThIO KOHTHUTA
IWGSC_chr2BS_ab_k71_contigs_longerthan_200 5203409, pacmnojoeHHOro B
xpomocoMe 2BS. JlanHas mocienoBaTebHOCTh, IO BHIMNMOMY, HE SIBJISETCS
KOJIUPYIOIIEH, TTOCKOJbKY MUMEET MepeKpecTHyo romonoruio (80-92%) c psmom
JIPYTUX TIOCICIOBATEIIPHOCTEH, PACIIONOKEHHBIX Ha Pa3HBIX XpOMOCOMax B
parionax jokanu3anuu LTR perposnemeHTOB.

beina nonobpana napa npaiimMepoB Sa234 u Sa237 piuHoM 21 MH K KOHUEBBIM
obmactssm RO68-TL05-600. TILP ¢ wucmonp3oBaHWMEM JaHHBIX MpPaMEpOB HE
OOHapy KU KakuX-1100 pasianuunit mexxay oopasiamu JJIHK Ae. longissima TLO5,
T. urartu TMUO6 u amnononumiouaa TLOSxTMUOG; dparment JHK pnunoi
okoJi0 600 mH aMITMGUITMPOBAJICS Y KaXKJOTO U3 TpeX 00pasioB. ITO yKa3bIBaCT
Ha TO, 4T0 RAPD-nomuMopdusm, BbISBICHHBIH C moMomibio mpaiimepa RO6S,
OoOyCJIOBIIEH CKOpEe TOUYEYHOM MyTalHell B MECTe OTXKHUIa Tmpaiimepa, a He
sanmumuHaImen nocnegoatenbHocTi RO68-TL05-600 B reHoMe aIomoOIUILIONA.
DTO TaKXke MOATBEPAWIIOCH B Xoj¢ Cay3epH-THOpHIN3AIH ITOCIeI0BATeILHOCTH

R0O68-TL05-600 co cmekTpamu 3HIOHYKJI€a3HOTO Tuapoiusza rTernomuon J[HK



146

aiutonoymriona TLOS x TMUO6 u poauTenbCKuX JUHHUM, HE BbIIBUBLIEH

noJiuMopdu3Ma MEXKTy U3y4eHHBIMU JTUHUSMU (JaHHBIC HE TTOKA3aHbl).

I 2 3 4 5 6 7 8 M

Puc. 30 IILIP ¢ RAPD-npaitmepom
R068 (a) u ruOpuan3anms CIeKTPOB
ITLIP ¢ 30mm0M RO68-TL0O5-600 (0).
[P nmpoBogunu ¢ renomuou JIHK:
Ae. longissima (1 - TL15; 2 - TLO9;
3-TLO4; 4 - TLO3), Ae. sharonensis
(5 - THO2; 6 - THO1), Ae. tauschii (7
- TQ27), T. monococcum (8-
TMBO02). IILP-dpparment pnuHOM
okoJsio 600 mH yka3aH cTpenkoil. M -
MapKep MOJIEKyJsipHO macchl “100
nu" (IlepOanb u ap. 2007).

s 9

C mnomompto Caysepu-ruOpuauzanuu 3oH1a R068-TL05-600 ¢ RAPD-
CTIIEKTpaMH, morydeHHbIMU Tipu amrutudukarmu JJHK paznmansix Bumos Triticum
u Aegilops ¢ mpaiimepom RO068, Obli0 0OHapyXkeHO, 4YTO JBa (parMeHTa
ruOpuau3anum, xapaktepHbix it Ae. longissima TLOS, BBISBIAIOTCA Takke Y
obpasnoB Ae. longissima TLO3 u TL15 (Puc. 30). Jlns oCTaJbHBIX M3YYCHHBIX
obpasioB  BumoB  Triticum wu  Aegilops ¢parmenTsl rHOpHaM3aAIMH  C
MOCIIE0BATEIHHOCTHIO R068-TL05-600 NPaKTHYECKU OTCYTCTBYIOT.
[Momumopdu3m Mexay maHHbIME oOpasiamu Triticum u Aegilops He BeIsBIsICTCS

MPU UCTIOIB30BAHUM TIpaiiMepoB, crenuuyHbIX K mocheaoBaTenbHocTn RO68-

TLO05-600.

3.3.1.2. SSR- ananus

MukpocatemutHbii  (SSR) aHanu3 mMo3BOJISIET BBISABIATH MOAMMOP(U3IM
YYaCTKOB I'€HOMA, OIPAaHWYEHHBIX TaHAEMHBIMH MOBTOPAMH C MOBTOPSIOLIEHCS
enuaunen 2-6 nH. [lockonbky mnpaiimepsl k MukpocaresummTHol JJHK Bumos Ae.

longissima u 7. urartu e ObLTH pa3pabOTaHbI, TO HUCMOIB30BATUCH SSR-MapKephI
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OJIM3KOPOJICTBEHHBIX BUAOB. JJI1 MUKPOCATEINTUTHOTO aHAIN3a aJUIOMOIUILIONIA
TLOS x TMUO6 u ero poaureneil ObUIM HUCHOJIB30BaHbI Tapbl MpaiiMepoB
(Xgwm), paspabotannbie misi SSR-mokycoB 7. aestivum (renom BBAADD)
(Roeder et al.,, 1998). IIL[P mpoBoauiax C mpaiMepamMu, IS KOTOPBIX OBLIO
MOKA3aHO, YTO UX MOXKHO MCIOJIB30BaTh JIJIsl aHAIN3a BUJIOB 3J1aKOB ¢ FTeHOMaMu A

wi S (Adonina et al., 2005; Salina et al., 2006).

SSRvapxep P& longissi] Turarm [ oo e Taou. 8 /[nmuna B mH pparMeHTOB
ma (TLOS) | (TMUGS) aMIIM(HUKALAY, IIOJTyYEHHBIX C
Xgwm033-1A - 116 116 HCIIOJIb30BaHneM SSR-MapkepoB
Xgwm005-1A - 224 224 MSATKOM MIIEHUIbI Y aMpUILIOnIa
Xgwm(195-2A - 110 110 :
XewmlSS-3A _ 133 133 TLO5xTMUO6 u ero poxurenen
Xgwml65-4A - 192 192 (Ilep6anb u ap. 2007).
Xgwm]79-5A - 180 180
Xgwml86-5A - 100 100
Xgwmb66-3A - 84,107,120 | 84,107,120
Xgwm982-5A - 93 93
Xgwm276-7A 04 94, 101 94, 101
Xgwm631-7A - 170 170
Xgwm018-1B - 170 170
XTaglgap-18 256 - 256
Xgwm264-1B 160 160 160
Xgwml078-1B 162 162 162
XgwmS526-2B - 128 128
Xgwm6]9-2B 123 123 123
Xgwm389-3B 116 - 116
Xewm533-3B 111 - 111
Xewml65-4B 255 - 255
Xgwm513-4B 164 - 164
Xgwm577-7B 133 - 133
Xgwmd37-7D 9% - 9%

Bcero 6bu1o ucnosb3oBaHo 23 mapbl mpaitmepoB ais ammuidpukanuun JJHK
ammononurionia TLOS x TMUO6, Ade. longissima TLOS u T. wurartu TMUO6
(Ta6n. 8). Ilponyktel ammmubukanuu it 1. urartu u Ae. longissima ObLIH
MOJTy4YEeHBI TIPU UCTOJIb30BaHuU 16 u 11 map mpaiimepoB, cooTBeTcTBeHHO. OO0I1ITHE
s 000MX BHUAOB MPOAYKTHl aMIUIM(PHUKAIUU TOJYYEHBl TOJIBKO IpH
WCIIOJB30BaHUN YEThIpEX Nap mnpanMepoB u3 23. M3MeHeHMN JJIMHBI BCEX
M3YYEHHBIX MHUKPOCATEIUIMTHBIX JIOKYCOB Y aJUIOMOJMIUIONIA [0 CPAaBHEHHIO C

POUTENHCKUMH PACTEHUAMH OOHAPYKEHO HE OBLIO.
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Takum oOpa3om, B U3y4yeHHOW HaMU THOPHIHON KOMOWHAIMHU JJIMHA MUKPO-
CaTeJUIMTHBIX JIOKYCOB HE U3MEHsAETCs B pe3yibTare aM(UIIOUIU3aluu

OTHOCHUTCIIBHO UCXOJHBIX POAUTCIBCKUX paCTeHI/Iﬁ.

3.3.2. AHAIM3 reHeTHYeCKUX M MUTeHeTHYEeCKUX M3MeHeHHii reHoB 45S

pPHK y ampunionna Ae. sharonensis x Ae. umbellulata

[IpeaBapurenbHo, ¢ noMomiblo C-oKpamiuBaHUsT XPOMOCOM ObLI MPOBEIECH
aHaW3 KapUOTUIOB cuHTeTHueckoro amdumionna THOL x TUO4 wu
COOTBETCTBYIOINX POIUTEIILCKUX BHIOB. AHanmu3 oopasma THO1 Ae. sharonensis
BBISIBIJT HOpMaJIbHBIN KapHOTHII, XapaKTepHBbIH [T qaHHoro Buaa (Badaeva et al.,
1996a). O6pazern;r TUO4 Ae.umbellulata conmepsxan penuIpoKHYIO TPaHCIOKAIIHIO
ydJacTka KOpPOTKOro Iuieya xpomocombl 1U (BKirOuUas caTeIUIMT) Ha KOPOTKOE
wiedo xpomocombl 2U (1U:2U). BHoBb oOpa3zoBanHast xpomocoma 1U:2U Obuia
CXOJHA T0 JyuHe, cooTHommeHuo Tied u Hamuduio NOR ¢ xpomocomoii SU, HO
umena 0ojiee KpynHbIi caTesuT. AHanu3 metogoM C-okpaiivBanus aMmuiionsa
THO1 x TUO4 BBIABHI OTCYTCTBHE KaKWX-THOO KAPUOTHITMUECKUX W3MEHEHUH T10
CPaBHEHHUIO C JUIUVIOWIHBIMU poauTerassMu. ['eHoM amdumionna, Kak W
OKUJAJIOCh, CO/IEP KAl BBILLICONMMCAHHYIO TPAHCIOKALIUIO.

Hapsay ¢ C-okpammBanuem banaesa E.JI. (MucTutyT 0011€i renetnku PAH)
BBIMOJIHWIA OKpalllMBaHUE CcepeOpoM C LENbI0 ONpPENEiICHUs SIPBIIIKOBOM
aKTUBHOCTH y cuHTe3upoBaHHOTO amduruionaa THOL X TUO4 u ero aurmionaHbIx
poauteneid. B pesynbpTare ObI7I0 OOHAPYKEHO OTCYTCTBHE CHTHAJIa OKPAITUBAHUS
Ha XpoMocomax S cyoreHoma y aM(QuIUIOWJa, YTO JOKa3bIBACT CYMPECCHUIO
SIPBIIIKOBBIX ~ OPraHM3aTOPOB JTAHHOTO CyOreHoMa B OTBET Ha  alljo-

ITOJIUITJIION N 3allhIO.

3.3.2.1. Jlokanuszauyus 45S p/THK na xpomocomax
st mokanuzammu 45S p/IHK wa xpomocomax y ampumionga THO1IxTUO4
(S,-S; pacreHus) u AMIUIOWIHBIX poaMTENacH, Mbl mnpoBogwmm FISH ¢

ucnonb3oBanueM 30HAa pla 71 Ha mpemapatel MetadasHbIX XpomocoM. J[Ba
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kpynHeix caiita p/IHK Obimm ycranoBnensl y aumioungneix Ae. umbellulata u
Ae.sharonensis (Puc. 31a,6). Curnan Ha xpomocome 5S™ Ae.sharonensis Gbu
CHIbHee CHTHama Ha xpomocome 6S™, Torma kak B remome Ae. umbellulata

curHaisl Ha 00oux NOR-coepkamumx XxpoMocomMax ObIITH CXOTHBIMH.

10 um

T2UL.2HS-1US

T2UL.2US-1US

T2UL.2US-1US T2UL.2¥_S_-1US
7
5SSh

T2UL.2US- U'S

B i
o V\/v T2UL.2US-1US 6§i
5U

58" ~a

Puc. 31 FISH 30nma pTa 71 ¢ meradasusiMu xpoMmocomamu: (a) Ae. sharonensis
(THO1), (6) Ae.umbellulata (TUO4), (8) THO1xTUO4 (S,), (r) THO1 xTUO4 (S3) €
ogauM 6S™ nokycom, u (1) THOIXTUO4 (S;) ¢ AByMs peayLupoBaHHBIME 6S°
JokycamMu. B cnydasx a, ¢ u 0 ucnonb3oBasiack KoMOMHauus mpo6 pTa 71
(3enmenniii mBet) u PSC119.2 (kpacHBIN HBET); B Ciydasx 6 U 6- Toibko pTa 71
(kpacusbrii iBeT). NOR otMedens! crpenkamu (Shcherban et al. 2008).

AHanmu3 3-X pacTeHuid S, BBISIBUI 8 CalTOB THOpUIM3AIMM BO BCEX
. h
MeTadasHbIX AApax; HAMMEHBIINH CHTHAJ HaOIofancs Ha xpomocome 6S™ | B To
: h
BpeMs Kak curHambl Ha xpomocomax 1U:2U, 5U u 5S* Obumn mpumepHO

h
OJMHAKOBBIE M Tropa3go KpynHee curHana Ha 6S™ (Puc. 31B). Hukaxwme
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3HAUUTEThHBIC W3MEHEHUS HE ObUIM 3a(UKCUPOBAHBI Yy pACTeHUU S; TI0
CPaBHEHHUIO C JUTUIOMIHBIMH poauTesiMu. OHAKO, Y 2-X paCTCHUM MOKOJICHUS S3
MBI HAIILTH Jenenmio Jokyca 45S p/IHK Ha ofHOii U3 ABYX TOMOJIOTHYHBIX 6S°
xpomocoMm (Puc. 31r). D10 He OBUIO TEXHUYECKUM apTe(daKTOM, IMOCKOJIbKY
nenenys Oblia BHIHA B 8 MeTadasHBIX IJIACTHHKaX HAa OJIHO pacTeHue Ss.
HekoTopsie pacTeHrs Mo MHTEHCUBHOCTH CUTHAJIA ObUTA CXOIHBIMU C PaCTCHUSIMU
S, Tora Kak Apyrue UMeNd peaylUPOBAaHHBIA CHTHAT Ha 0O0OMX TOMOJOTHYHBIX
XpPOMOCOMax 6S™ (Puc. 31x; Tabu 9). B oTauumue ot pacTeHUil MOKOJICHUS Sy,
MMEIOIMX paBHble curHans: pTa 71 B 5U u 5S™, y Bcex pacrennii S u S, curHan
Ha xpomocome 5U 6L HeMHOTO ciabee, 4eM Ha Xpomocome 58,

Ta6xa. 9 Yucno pacrenuit ampuruionaa ¢ pa3audHbIM curHajgoMm pTa7l Ha
h
xpomocome 6S°

IToxonenue | Yucmo Hucno pacTeHuil ¢ pa3iIuuHbIM CUTHAJIOM
pacteHui
CHUI'HAJI TOJILKO Ha peAyLIMPOBaHHBIM HA | HEPEIYLIUPOBAH-
OJTHOM TOMOJIOTE 000MX rOMOJIOTax HBII
S 3 0 0 3
S; 13 2 7 4
Sy 8 0 6 2

3.3.2.2. Ananusz cmpyxkmyput 45S p/THK

[TocnenoBarensHoctn 45S p/IHK Ae. umbellulata u Ae.sharonensis Obuin
B3Thl M3 0a3wl maHHbIXx GenBank (X66111 m AJ315045, cooTBeTcTBEeHHO) DTH
MOCJICIOBATEILHOCTH BKITIOUYAIOT BHEITHUI TPAaHCKPHOUpyeMbIii crieticep (external
transcribed spacer; ETS) or caiita wHMnmanuu TtpaHckpunmuu maus PHK-
mommmepassl | (TIS) mo 5'-xonma 18S pPHK rema. INosropsromasics pIHK
enuanna Ae. umbellulata comepxxut BctaBky 130 mH mocme TIS, koropas

orcyrcTByeT y Ae.sharonensis (Puc. 32).



151

Ae.sharonensis

Probe ETS (pAsh 1)
0.44 0.25 0.45

Tagl “« rat b »
Hae Hif 0.3 035 015
-+ s b 3 > 4>
Ae.umbeliulata
130 bp
MM
H H H ‘[T H HT :‘ /] T
H Hp HpHp P : Hp
poum I I N A I O O O o
Toq ! " 0.57 p‘n.zsp‘ 0.48 -
Hae Hif 0.3 0.48 0.15
-+ > 4 > 4>

Puc. 32 Cxema nosropsromuxcs eaunun 45S pJIHK Ae. sharonensis u Ae.
umbellulata (ETS paiion). Ilo3ummm cremududeckux npaiimepo (PI-PV)
nokasanbl cBepxy. O0o3HadeHb! Jokanu3anus PAShl 30u1a 1 THHB PparMeHTOB
pectpukimu. CaiiTel paspe3anusi sHiaonykiaeazamu: H- Haelll; T- Taql; M-
MspAIll; Hp- Hpa 1I/Msp |. Caiit unurnmanuu tpanckpumiuu (TIS) mokaszan
u3oruyroit crpeskoit (Shcherban et al. 2008).

Hns cpaBaenus nocnenopatenbHocTet 45S p/IHK ambummonga THOL x TUO4
1 JUTUIOUIHBIX POAUTEICH HaMHM ObLIM KJIOHMPOBaHBI M cekBeHHpoBaHbl [I1IP-
POAYKTHI, aMIUTH(HUIIMPOBAHHBIE ¢ TOMOIIKIO mpaiiMepoB Pl u PV (Puc. 32). Mui
pOBEIM CpaBHEHHE paHee wu3ydeHHBIX ETS- mocnemoBatenbHOCTE u3 Ae€.
umbellulata (X66111) u Ae.sharonensis (AJ315045) ¢ KkJIOHHPOBaHHBIMH IIOC-
JICIOBATEeIBHOCTSIME W3 JUILTOUTHBIX poautened (PAsShl u pAul) u nByms
MOCJIEI0BATEIBHOCTAMU U3 ambuiuionaHoro pacrenus S, (PG/Ash2 u pG/Au2).

CpaBuenue nokasano, uro ETS- paitonsr p/IHK amdunnonna nmeroT BbICOKYIO
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CTEIEeHb TOMOJIOTHM C COOTBETCTBYIOIIUMH pailOHaMH POIAMTEIbCKHX BHIOB.
[MocnenorarensHOCTh PG/AU2 uMeeT 99.4% romosnoruu ¢ PAul Ae. umbellulata u
98.4% romMonoruu ¢ TOCIEIOBAaTEIbHOCTRI0O X66111 w3 0as3pl JaHHBIX.
ITocnenoBarensHocth PG/Ash2 monnocThio muentuuna PAshl Ae.sharonensis;

ypoBeHb ee romosioruu ¢ AJ315045 u3 6a3e1 nanHbIX- 98.6%.

a 0
TNH S Ss TNH S; S;
shar umd 1 2 3 1 S _ shar  umd 1 2 3 1 2
om0 - B &
- 048+ ..
et
S FLEE B R |
030 (=3 .
025 L _EERE < .

0.154

Puc. 33 Caysepu-rudpuam3anus 3ou1a PAshl ¢ renomuoit JIHK amdurmonaabix
pactenuit u guriounnbix poauteneid. JIHK o6padarteiBanace Haelll (a) u Taqgl
(6). shar- Ae.sharonensis (THO1), umb- Ae. umbellulata (TUO04). IIpo-
aHAIM3UPOBaHbl HMHAUBHUAYyaJbHBIE pacTeHHs] Sp- mokoneHus (1-3) um  Ss-
nokosienuss (1-2). Crpenkamu o00o3HadyeHbl (parmeHTsl  Ae.sharonensis,
WHTEHCUBHOCTh KOTOPBIX YMeHbInaeTcs y ampuriionaa (Shcherban et al. 2008).
Jlnst ananmza nomumopdusma B coctaBe ETS renomuas JIHK pacrennii S, n Sz
ampurionna (3 1 2 pacTeHUs] COOTBETCTBEHHO), a TAKKE JUILIOUIHBIX POJIUTEIICH
oOpabaTbIBasIach pa3IMYHBIMU dHIOHYKIea3amu pectpukuuu (Haelll, Tagl, Hinfl
u Sau3A) c¢ nocaenyromeii CaysepH-rudbpuansanueii ¢ 3ou10M PAshl. B ciayuae
Haelll u Taql Obum momyuensr ¢gparmentsl 150-570 mH, COOTBETCTBYMOLIUE
oxxkuniaeMbiM (Puc. 33). ®parmentst 480 nu (Haelll) u 570 nu (Taql) sBustoTcs
cnenupuuabivMu s Ae. umbellulata, Torma xak ¢gparmentsr 350 mu (Haelll) u
440 mu (Taql) cmemuduunsr mms Ae. sharonensis. Ha mnpoduie Haelll-

PECTPUKIIMK aM(UILTONIAa BBIABJICHBI (parMeHThl OOOMX POAUTENIEH, OHAKO,

¢parmenT 350 mH ot Ae. sharonensis umen MeHBIIYI0O WHTEHCHBHOCTH IIO
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CPaBHEHHUIO C COOTBETCTBYIONUM poautenbckum Bumom (Puc. 33a). Cxomnbie
pe3yIbTaThl OBUIM MOJYYCHBI C UCTIOIB30BaHUEM SHIOHYKIea3 pectpukiuu Hinf |
u Sau3A. Penykmms ¢parmenta cnemmduuHoro st Ae.sharonensis Obuia
ocoOeHHO 3amMeTHa B ciydae Tagl- ruaponusa ¢ oueHb ciaadbiM dparmeHToM 440
IIH, BUJIMMBIM TOJBKO HA OPUTMHAJIBHOM peHTreHoBckoul mmienke (Puc. 330).
Hukaknx HOBBIX ()parMeHTOB THOPHAM3AIIMU BO BCEX CIIy4asX OOHApYXEHO HE
obut0. Penykiuss wHTeHCHMBHOCTH y amdumuiongaa THO1 x TUO4 ¢parmenToB
ruOpuau3anu ot Ae. sharonensis mo Bceld BEpPOSTHOCTH CBS3aHA C YaCTHYHOU
nmotepeir wiu guBeprennuert 45S p/IHK storo remoma Ha paHHHX CTagusx
dbopmupoBaHUsS aMPUILIOUA.

Bo Bcex msBectHeix ETS- mocienosarensHocTax Ae. umbellulata umerorcs
7Ba OJTM3KO PACIIOIOKEHHBIX caiiTa y3HaBaHUs dHIOHYKIea3o MSPAIT, koTtopbie
OTCYTCTBYIOT B COOTBETCTBYyIOIIeM paiione Ae. sharonensis (Puc. 32). Dto
orimune mexnay enuHunamu p/IHK nByx reHomMoB OBUIO HCIOJIB30BAHO ISt
JajbHEHNIIero n3yuyeHus ux HaciaeaoBanus ¢ nomoisio CAPS metona. Ha nepBom
sraie Obuta mpoBeneHa [IP- ammnudukanus paiiono ETS p/IHK ¢
ucnosibzoBanuem mpaitmepo PlIl u PV, dnankupyrommx uncepuuto 130 mH,
xapakTepHyto Tosibko it Ae. umbellulata (Puc. 32). TILP- mpoaykrt nanee ObuI
oOpabotan »sHHonykieazod MspAIll. Ha »saextpodoperpamme pazaeneHus
obpaboranubix npoaykroB I[P Bumubl ciaenyromue ¢parmentsl (Puc. 34):
CIMHCTBEHHBIM ¢parmenTt 920 mH y Ae. sharonensis, JBa HWHTCHCHUBHBIX
¢dparmenTa 670 u 320 H U ciadbii pparment amuHoM 730 nH - y Ae. umbellulata.
Hamuune cmaboro ¢parmenta (730 m.H.) MOXHO OOBSCHUTH MOTUMOPHUIMOM
pAHK Ae. umbellulata mo uucny caiitoB y3naBanuss MSpAIl —HeGobmas 4acTh
equnul pJIHK sToro Buaa, BeposiTHO, uMeeT ToabKo oauHd cadt MSpAIl. Hapsny
c ¢parMeHTamMu, HacIeAyeMbIMU OT OOOWX IUIUIOMIHBIX POJUTENCH, CIIEKTP
UCCIeyeMoro aM@uIUiona COJIEPXKUT OJWH JIONOJHUTEILHBIA MUHOPHBIN
dparment 540 mH. CxomHbBIE pe3yabTaThl OBUTM TOJMYYEHBI C HCIOIH30BAHUEM
npaiimepoB Pll u PV (nannbie He npencrabieHsl). [IocKOIbKy cMeCh T€HOMHOM

JIHK ponuTenbckux BUAOB HE MPOAYLUPYET ATOT (PparMeHT, Mbl MIPEATIONI0KIIIH,
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91O B X0A¢ (hopMHUpOBaHMS aM(UILIONIA MPOU3OIUIA TUBEPTEHITUS TTEPBUYHOM
CTpYKTYyphl B coctaBe ETS y vactu equnun 45S p/IHK.

S, S;
TMH  shar umb cmecs 1 2 3 1 2

1.07] . '¥ — " ——
0.5_ = - L

Puc. 34 CAPS- anamu3. ['enomuas JIHK nonsepranacs IILP ¢ mpaitmepamu
PHI u PV u oGpabarsiBanace MSpAIl suaonykieaszoi. Ctpenkoit 0003HaueH
HOBBIM ¢parmeHT y amduruionausix pactenuit. Cmecs JIHK poautenbckux

BUJIOB B cooTHomieHuu 1:1. OctanpHble 0003HaueHHUs Kak Ha puc. 33
(Shcherban et al. 2008).

3.3.2.3. Ananu3z memunuposanusn 45S p/IHK

JIns aHanm3a BO3MOXHBIX M3MEHEHMHN criekTpa metunupoBanusa pAHK wmbr
obopabareiBain JIHK amdunnonnga THO1 x TUO4 u ero pomurteneit mapoit
sHJoHYyKIea3 pectpukiuu Hpa I u Msp |, koTopsie SIBASIOTCS M30IIM30MEPaMHU,
TO €CTh MMEIOT PA3JIMYHYI0 UYBCTBUTEIBHOCTh K METUJIMPOBAHHUIO IIUTO3WMHA B
caiite y3HaBaHus. MSpPl He 4YyBCTBUTENbHA K METWJIMPOBAHUIO BHYTPEHHETO
IIUTO3MHA, HO He crocoOHa paspe3ath JIHK B ToM ciydae, korjga MeTHIMpPOBaH
sHerrHui 1uto3ud (MCCGG). B cnyuae Hpall Habmromaetcst oOpaTHas CUTyarus.

Jlnst oOHapyskeHusl moJiuMoppu3Ma CalTOB METUIMPOBAHUS BHYTpU ETS MbI
BHayase oOpabatsiBasiu renomuyto JJTHK Hpall u Mspl, 3arem nposogunu TP c
npaiimepamu Pll u PIV, koropesie pator paznuuatrommecs [IHP-npomyktel y
poautenbckux BumoB (Puc. 32). PalioH- MuimieHr Haxoautcs BOau3u T1S u
conepxwut 3 caiira Hpa Il / Msp |. B ciiydae pectpukituu mo stum caiiram TT1[P-
OpPOAYKT He JoibkeH ammumduimposats. [P ¢ wucnons3oBanuem He-

obpaborannoit renomHor JIHK (koHTpoJsib) mpojyiupoBaja spKO-BbIpaKEHHBIE
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dbparMeHTBl OT 000WMX pOIUTENEH y BCEX HCCIEAOBAHHBIX aM(UILIOUTHBIX
pactenuii S, u Sz (Puc. 35a). B ortanune ot 3toit kaptunsl, JJHK ampuuionaHbx
pactenmii, obpabortanHas Mspl, maBama IIL[P-npoxykr ot Ae. umbellulata,
3HAUUTENHHO Oosiee cnaboil MHTEHCUBHOCTHU IO CPaBHEHHUIO C MPOAYKTOM Ae.
sharonensis (Puc. 3560). Cxognast kapThHa ObUTa IoJydeHa B pesynbrare T1LIP-
ammumdukaruun  Hpall- obpaborannoii renomuou JIHK (Puc. 358B). Otm
pe3yibTaThl TMO3BOJISIIOT MPEANOJIOKUTh OTHOCUTENIBHO OOJIBIIYIO CTENEeHb
MeTHIupoBaHus nosropsromuxcs eaunut] 45S p/IHK Ae. sharonensis, BeposiTHO

cBs3anHylo ¢ cympeccueir NOR 3Toro reHoMa B X0/1€ ayUTOMOIUTUION AH3AIIH.

a
s, S, 6 s, S,

kh M shar umb 1 2 3 1 2 shar umb 1 2 3 1 2

Puc. 35 IIIP- awamu3 renomuoit JIHK, oOpaborannoit Hpall/Mspl

sHAOHYKJIeazamu pectpukuuu. (a) [P ¢ nHeobpadoTannoit IHK (koHTpoIBb),

(6) IILLP ¢ Mspl- o6pabotannoit JIHK, (B) IILIP ¢ Hpall- o6paborannoit JIHK.

B xauecTBe Mapkepa IJIMHBI UCTIOb30BaHa «iecTHUIa 100 mHy. O603HaYeHUs

kak Ha puc. 33 (Shcherban et al. 2008)

3.3.3. Anasm3 nu3menenmii 5S p/IHK y cunTeTnyeckux aMmpunionaon

Kak u renst 45S pPHK, renst 5S pPHK opranuzoBanbl B TaHAEMHbIE PSAJIbI,
KKl M3 KOTOPBIX COAEPKUT OT HECKOJIBKMX COTE€H IO HECKOJBKHX ThICSY
reHoB. ['eHomHas opranmsanusa 5S p/[HK neranpHO mM3ydeHa y MHOrHMX mpen-
craBuTened Triticeae, BKIIIOYas Kak JUIUIOMIHBIC, TaK W TMOJIMIIIOWIHBIC BHJIbI

(Appels et al., 1980; Scoles et al., 1988; Baxuros u ap., 1989; Dvorak et al 1989;
Kellogg and Appels, 1995; Baum et al., 1998; Baum et al., 2004). B To ke Bpems,
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noseaeHue 3toro kinacca p/IHK Ha paHHUX cTagusax 3BOMIOLMUN aJTIONOIUIION0B
MEHEE HM3Y4YeHO TII0 CPaBHEHUIO C  SIPBHIIIKOOOPA3yIOIIMMUA  I'e€HaMH,
konupytomumu 45S pPHK. Ilensio Hamell paboThl SBISIICS aHATU3 U3MEHEHUMN
kiacrepoB  5S p/JlHK Ha paHHMX craausax aJUIONONMUIUIOMIM3AaLAA  C
UCIIOJIb30BAHUEM B Ka4eCTBE MOJICIIM TPEX CHHTETHYECKUX ruOpumoB Triticum x

Aegilops pa3Horo reHOMHOTO COCTaBa M YPOBHS IUIOUTHOCTH (Tab. 3).

3.3.3.1. Ananus3z nokanuzayuu zenos 5S pPHK
Anamu3 goxkam3anuu  reHoB 5SS pPHK  npoBogunm ¢ momolibro
¢uryopectieHTHON THOpuaM3anuy IN SitU pekOMOWHAHTHOW IasMuabl pla794,

conepxaiiei BamHI-nmociaenoBarensHocTh noBTOpsitomeiicsa enuaunbl 5SS p/IHK
(Puc. 36).

P1(68-87 n.) PIl (28-47 n.)
- .
PIII (96-115u.) PIV (423 u.)
— -—
'1 BM (44) BM
I
Ien Mexreunstit cneficep len
“ > < e >
120 n.n. 200-400 n.n. 120 n.n.

Puc. 36 Cxema noBropstoreiics enuauipl 5SS p/IHK mmenniwr. M, B - caitTe
ruaponn3a Mspl (B ckoOkax ykazaHa MO3WUIMS TIEPBOTO HYKICOTHAA) M
BamHI, coorBercTtBenno. Crtpenkamu  0003HAauUeHBI  crenupuUecKue
nparimeps! 1ist TP (Illep6ans u ap. 2008).

VY Tpex CHHTETHMUYECKHUX aM(UIUIONIOB BBISBICHBI CIEAYIONINE OCOOECHHOCTH
reHomHo# opranm3anuu 5SS p/IHK (Puc. 37).
1) V ampumnonga TMU38xTQ27 (Puc. 37r) B cpaBHEHUH C POIUTEILCKAMHU

Busamu (Puc. 370, €) oOHapy>kKeHO YMEHbIIIEHHE cUrHajia Ha xpomocome 1D Ae.
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tauschii, B To Bpemsi Kak OCTaJIbHBIC JIOKYCHl HE IMOKA3bIBAJM CYIIECTBEHHBIX
n3MeHeHuni. HambOonee WHTEHCHBHBIA CUTHAN BBISBICH Ha 1A-xpomocome T.
urartu; nokycel Ha xpomocomax 5D m S5A umenu npuMEpHO OIMHAKOBYIO

uaTeHcuBHOCTD (Puc. 37r).

TiUS:20L

TIUS:2UL

TiUS:20L

TIUS:20L

Puc. 37 FISH 3o0onma pTa794 c¢ wmuroTHMueckumu MeTadazHBIMH XPOMOCOMaMHU
aM(HIUTONIOB M COOTBETCTBYIOIINX POIUTEILCKIX BUIOB: a - Ae. umbellulata TUO4; 6 -
T. urartu TMU3S; B - amduruiong TUO04 x THO1; r - amduruionn TMU38 x TQ27; n -
Ae. sharonensis THO1; e - Ae. tauschii TQ27; x - T. dicoccoides TTD20; 3 - amburuton
TTD20 x TQ27. Kapuotunn Ae. umbellulata TUO04 conepxur tpancnokamuto T1US :
2UL (Badaeva et al., 2004). Ctpenkamu 0003Hau€HBI CalThl B COCTaBE aM(UILIOHIOB,

OTJIIMYAIONINECS IO UHTCHCUBHOCTH OT COOTBETCTBYIOIIMX CaTOB POJUTEIHCKUX BUJIOB
(Ilep6ans u ap. 2008).
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2) B omimume ot mpeapiaymiero rudpuaa, y amdumionga TTD20 x TQ27
(Puc. 373) He BBISBJICHO HUKAKMX W3MEHCHHH B WHTCHCHUBHOCTH JIOKYCOB S5S
pAHK na xpomocomax D-reHoma. OnHako ObUIO OOHApY>KEHO YMEHBIICHUE
curHajla Ha XxpoMocome 1A. VY pOAUTENBCKOTO TETPAruIOUAHOTO BUAA .
dicoccoides (Puc. 37x) ykazaHHas XpOMOCOMa HMMeEja BBIPaKCHHBIH THOPHIU-
3aI[MOHHBIN CUTHAJI HA BCEX AHAIM3UPOBAHHBIX MeTa(a3HbIX MIACTUHKAX, TOTJa
Kak y aM(uruiona 3TOT CUTHAJ ObLT Bcera ciabee.

3) Jlokyc 5S p/IHK Ha xpomocome 1S™ B cocrase ampumnonna TUO4 x THO1
(Puc. 37B) mmen OounbIimii pa3Mep, YeM Ha COOTBETCTBYIOIICH XPOMOCOME
poautenbckoro Buaa Ae. sharonensis (Puc. 371). B To e Bpems, xpomocombr U-
reHOMa HE MPOSBIISUIA BBIPAKEHHBIX U3MEHEHUM OTHOCUTEIBHO JTUILJIOMIHOTO
Buaa Ae. umbellulata (Puc. 37a).

Takum oOpa3om, 3TU pe3yJbTaThl MOKA3bIBAIOT, YTO HA HAYAJbHBIX 3Tarnax
(opMHpOBaHUS AJIIOMOIUIUIONIHOTO T€HOMA COXPAHAETCS YUCIO U XPOMOCOMHAs
nokanuzanua JokycoB S5S p/lHK, opHako, Hapsaxy ¢ 3TUM HOPOUCXOAST
KOJINYECTBEHHbIE HM3MEHEHUs, 3aTparuBarollhe JIOKYChI, PACIOJIOKEHHbIE Ha

XpPOMOCOMAXx IMEPBON TOMEOJIOTUYHOM TPYIIIIBL.

3.3.3.2. Ananuz cmpykmypnoit opzanuzayuu zenoe 58 pPHK

I'enomuyto JIHK, BwineneHHyr0 U3 CHHTETHYECKHMX aMQUIIIONIOB U HUX
poauTeneii, oopadateiBaiu 3HAOHYKJIea30i MSpI, umeromieil yHUKaIbHBIA CaWT
y3HAaBaHHWS B COCTAaBE TAHJIEMHO OPraHW30BAaHHOW ITOBTOPSIOMICHCS €IWHUIIBI
(monomepa) 5S p/IHK 31akoB (Puc. 36).

Ha Puc. 38 npencrasien pe3yiabTaT rudpuan3amnuu 3051a p1a794 ¢ reHoMHOM
JIHK, ob6pabotannoii Mspl. DToT (QepMeHT BBISBISET MEPUOIUYECCKYIO CEPHIO
dbparMeHTOB THAPOJIM3a, XaPAKTEPHYIO Uil TaHJIEMHO OpPraHW30BaHHBIX
nocinenoBatenbHocted  JIHK.  Cnektper  ¢parmenToB  rumgponusza  Mspl
ampurumonioB TUO4 x THO1 u TTD20 x TQ27 He oTIM4aioTcs OT CHEKTPOB MX
poauTeNed U COCTOST U3 JIBYX B3aUMHO- NEPEKPHIBAIOIIMXCS cepuil (parMeHToB,

COOTBETCTBYIOIUX OCHOBHBIM cyoOcemeiictBam 5S pPHK renoB ¢ mimuHOM
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MoHoMmepoB ~0.4 u 0.5 trH. (Puc. 38a,8). V ambunnonna TMU38 x TQ27 (Puc.
386), B oTiauuMe OT JABYX NPEIbIAYIIUX, CHEKTPhl POIUTEIBCKUX BHJIOB
OTJIIMYAIOTCS IPYT OT JpyTa, a UMEHHO: CIEeKTp T. Urartu coctaBisieT TOJIBKO O/IHA
SPKO-BBIpAXKCHHAS cepusi (pparMeHTOB ¢ MOHOMEpPOM JiuHON ~0.3 TITH, TOT/Ia KaK
cinektp Ae. tauschii coorBerctByeT apyrum Bumam. Crnekrp TMU38 x TQ27
Oonee ONMM30K K CHEKTPY POJUTEILCKOrOo Buma [. uUrartu m3-3a TOro, 4ro
¢dparmentsl ot Ae. tauschii umeroT 6osee cadyr0 HHTCHCUBHOCTD 110 CPABHEHUIO
¢ ¢parmentamu ot T. urartu (puc. 386). OTa 0COOEHHOCTH XapaKTepHA IS IBYX
MPOAaHATM3UPOBAHHBIX PACTEHUN S,- U S3-TTOKOTIEHUH TaHHOTO aM(PUILION .

a (] 8

THOl TUO4 S, TMU38 TQ27 S, S3 TTD20 TQ27 S, S3

“ T,
— 0.5 -'
e B 04

0.33— . -

Puc. 38 Caysepu-rubpuauzanus 306812 p1a794 ¢ resomaon JIHK cuaTeTnyecknx
ampurionioB M HUX poauTeNel, oOpaboTraHHOM pecTpukTazon  Mspl.
O6o3nauenus oopasmos: THOL - Ae. sharonensis THOL1; TUO4 - Ae. umbellulata
TUO4; TTD20 - T. dicoccoides TTD20; TMU38 - T. urartu TMU38; TQ27 - Ae.
tauschii TQ27. a - TU04 x THO1 (S,); 6 - TMU38 x TQ27 (S,, S3); B - TTD20 x
TQ27 (S,, S3). Crpenxkamu o0Oo3HaueHsl (parmentol Ae. tauschii TQ27,
MOKa3bIBAIOUIME yMEHbIIEHHE HWHTEHCUBHOCTH y TuOpuaa TMU38 x TQ27
(Ilep6annb u map. 2008).

Jlns  nmanpHeidmero ananmu3a noaumopdusma S5S p/IHK B cocrae
CUHTETUYECKUX aMuIonoB Mbl ucnonb3oBanu meron IILP. C stoii nensio

ObLTM  CKOHCTPYUPOBaHbI  crenupuyeckue  npaiMepbl,  MO3BOJSIOLINE
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amMmuuuupoBaTh HETpaHCKpUOUpYyeMblil creiicepHblii paiion (Puc. 36). Kak
U3BECTHO, mnocienosarenbHocT 5S pAHK, BXomsmme B cocTaB pas3ivYHBIX
XPOMOCOMHBIX JIOKYCOB, OTJIMYAKOTCS IO JUIMHE W CTPYKTYypE 3TOr0 panoHa
(Appels et al., 1980; Dvorak et al., 1989; Baum et al., 2004). Hapsay c
pacTEeHHsIMU, MPOAHATU3UPOBAHHBIMU Ha MpeapiaymeM stane, aiua [11{P-anann3za
JOTIOJTHUTEIPHO ~ OTOOpaHbI  HECKOJBKO pacTeHUH S,- W S3-MOKOJEHUH
ampummonsoB. B caywae ambummonma TMU38 x TQ27 aHamu3zupoBaiu
HauOoJIbIIEE YHUCIO pacTeHui, Tak kak Cay3epH-ruOpuan3anus BbIIBUJIA B HEM
KOJIMYECTBEHHBIE M3MEHEHNS, & TAK)KE PA3JIMUMs B CIIEKTPaX POAUTENbCKUX BUIOB
(Puc. 386). [Tomumo THK poauteseii B mocieaHeM ciyvae B Ka4eCTBE KOHTPOJIS
ucnons3oBanu cMmech JIHK poautenbckux BuoB B cooTHomieHuu 1 : 1 (mix).
[M[IP-ananmu3 c¢ mnomompo mpaiimepoB PI/PII  He BbIsIBUN —Kakux-i1ubo
CyIIECTBEHHBIX H3MeHEHUN [II[P-CrIeKTpOB y W3y4YEHHBIX aJJIONOJUILIONIOB
OTHOCHUTENFHO COOTBeTCTByomux poauteneid (Puc. 39). Chektpsl anmo-
noymrtonga TMU38 X TQ27 cocrosnu u3 (GpparMeHTOB OOOMX POIUTEIHCKUX
BHJIOB, COOTBETCTBYIOIIMX MO MHTEHCHUBHOCTH aHAJIOTWYHBIM (pparMeHTamM mix-
obpasna (Puc. 39B). CiienyeT OTMETUTD, YTO CXOJHBIA PE3yIbTaT OBLI MOJIYUYCH C
WCIIOJIb30BaHWEM U Jpyroit komOuHarnmu mnpaimepoB- PII/PIV (nannbie He

MIPE/ICTABIICHBI).

a O

THO1 TUO04 S2/1* S2/2 S2/3 S3/1 S3/2 TTD20 TQ27 S2/1* S22 S2/3 S3/1* S312
T.LH.

05—
04—

a8
TMU38 TQ27 mix S¥1* S2/2 S2/3 S2/4 S2/5 S3/1* S3/2 S3/3 S3/4 S3/5 S3/6 S3/7 S3/8 S3/9 S3/10
0.5—

0.4—
03—

Puc. 39 TP co cnemnduueckumu npaitmepamu (PI/PII) x 5S pIHK. O6o3nauenus
00pa3IloB POIUTEBCKUX BUIOB T€ ke, uTo ¥ Ha Puc. 39. a - TUO4 x THO1; 6 - TTD20 x
TQ27; B - TMU38 x TQ27; SN/n - rubpunnsie pacrenus (rae N - HoMep MOKOJICHHUS, N -
UHAMBUAYAJIbHOE PACTEHHE M3 3TOro mokojeHus); mix - cmech JHK pomutenbckux
BumoB TMU38 u TQ27. 3Be3moukamu 00O3HAYECHBI PACTEHUS, MCIIOIH30BAHHBIC IS
CayzepH-rubpuausaiuu (cMm. Puc. 38) (LlepOans u ap. 2008).
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Ha cnenyromem ostane wmbel nposenn knonuposanue IIIP-mpomykros
ampumionna TMU38 x TQ27 u ero poaurtesed ¢ MOCIEAYIONIUM aHAIM30M
IIEPBUYHON CTPYKTYpPBbl KIOHHpOBaHHbIX mocaenoBarenpsHocTern JHK. Ilpo-
aHanm3upoBaHo 14 nocnenoarensHocTel 5SS p/IHK, Britouas: 9 nocnenoBarenb-
HOCTeH u3 reHoma amdurionsa, 4 - U3 poAUTEIILCKOro reHoma 1. urartu u ogsa -
u3 renoma Ae. tauschii. M3 mepBbIX AeBATH, BOCEMb ITOCIICIOBATSILHOCTCH HMEITH
nmuay 307 nH (xapaktepHa mis T. urartu) u omna - 470 mH. B cpaBHUTEIBHBIN
aHaJu3 ObLIM BKJIIOUEHBI TAKKE W3BECTHBIE MocienoBarensuoctu 5SS p/IHK Bugos
T. urartu u Ae. tauschii u3 6a3 nannsix (Scoles et al., 1988; Baxuros u ap., 1989).
[TocnenoBarensHocTH anuHOM 307 TH, BBIACICHHbIE W3 TeHOMa aMmduruionsa,
MMEIIM BBICOKYIO cTeneHb cxoiactBa (98-100%) ¢ COOTBETCTBYIOIIMMU
MOCJIEIOBATEIBHOCTSIMU U3 POJUTENBCKOTO TeHoma [. urartu, a Takxke paHee
MpOaHATU3UPOBAHHBIMHU TOCTEAOBATEILHOCTAMU ATOro BuAa. [locnmemoBarens-
HOoCTh aMmurionaa aauHod 470 mH umena 98% cxoAcTBa ¢ COOTBETCTBYIONICH
MOCJICIOBATEIBHOCTRIO M3  POJUTENIbCKOro rTeHoma Ae. tauschii wum ¢
MOCJIEA0BATEILHOCTAMM 3TOTO BHJa M3 0a3 JaHHBIX. TakuM o0pa3oM, aHaIu3
NEPBUYHOM  CTPYKTYpPhl  BBISIBHJI ~ BBICOKYKO ~ TOMOJIOTHIO  CIEHCEpPHBIX
nocnenoBatenbHocTelr 5S p/IHK u3 renoma amdummonna TMU38 x TQ27 ¢

AHAJIOTUYHBIMU ITOCJIICAOBATCIIbBHOCTAMHU U3 POAUTCILCKUX BUIOB.

3akiouenue K riaase 3.3. B kauecTBe 00beKTa I U3yUYE€HUS PAHHUX T€HOMHBIX
U3MEHEHUM B XOJI¢ aJUIOMOJMIUIOUINU3AIMA OBbUT HUCIIOJIb30BaH YHUKAIbHBIN
MaTeprall CHHTETUYECKMX aM(UILIONIOB MEKIY pa3IMuHBIMU BUAaMu Triticum u
Aegilops. C nesbio BBISBICHHS BO3MOXKHBIX M3MEHEHHH B Pa3IMYHBIX (DpaKiusx
reHomHorr JIHK (makpo- m MukpocaremuTHbie- SSR TOBTOpBI,  CIy4aifHO
ammuunupyembie  nocnefoatenbHoctd  JIHK) wa mepBom ostame  Obin
ucnonn3oBan wmerox IIIIP. B kadectBe oObekTa [ aHamm3a OBLI  B3AT
ampummons Ae. longissima x T. urartu (TLO5 x TMUO6; 2n=28). Oxanaxo,
UCIOJIb30BAHUE PA3TMYHBIX METOAMYECKUX MPUEMOB, TAKUX KaK KOMOMHUPOBAHKE

npaiiMepoB K pa3Iu4HbIM cyOTenoMepHbIM nmoBTopaM, RAPD u SSR- ananusbl He
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MO3BOJIUJIO BBISIBUTH CYyLIECTBEHHbIE peopranuzauuu renomuoi JIHK. He Obuio
3a(UKCUpPOBAHO TOsiIBIEHWE HOBBIX TMpoaykroB [IIIP mo cpaBHeHuto c
POIUTETHLCKUMH BUAMHU, & BBISIBJICHHBIC (DAKTHI HCUE3HOBEHUS MPOIYKTOB OJTHOTO
U3 poautened B ciaydae mocienoBatenbHocTer RAPD  00ycioBieHbl, I0-
BUJIUMOMY, TOYECYHBIMU MYTAllUSIMU B CaliTax OTKHUra npaimMepoB. BoisBieHHbIN
€IMHCTBEHHBIN cilydail momuMop@u3Ma B COCTaBE MaKpOCATEIUIUTHBIX TMTOBTOPOB
(ucuesnoBenue npoaykra Tel-Sp52R-500 y amduruionna) He CBA3aH ¢ JaHHBIMU
MOBTOpaMH, a OOYCJOBIEH JAeNenueii, Win MyTalueld MOCIe0BaTeIbHOCTH,
MIPEAMOIOKUATEILHO OTHOCSIICHCS K MYJIbTHTEHHOMY cemeiictey SEUSS-
M0I0OHBIX TPAHCKPUMITMOHHBIX (PAKTOPOB.

Ha BTOpoM »Tame Hamu ObUI TPOBEACH aHAIM3 OPraHU3allMUd YMEPEHHO-
MOBTOPSIOIIMXCS TOCJIEIOBATEILHOCTEHM, KOIUPYIOMKUX puObocoManbHyl0 45S u
5S PHK. IlepBoHayanbHO, C TIOMOIIBIO METOJAa OKpAIIMBAHUSI XPOMOCOM
cepeOpoM OBUTO YCTAaHOBJICHO SAPHINIKOBOEC JOMHHHpoBaHHME TeHOB 45S pPHK
Ae. umbellulata y am¢umionna Ae. umbellulata x Ae. sharonensis (TUO4 x
THO1). BmepBbie ycTaHOBJICHA CBSI3b MEXKIY 3aMOJIKAHHEM (CYIPECCHEl) reHOB
45S pPHK u ux npemenumeidt B cocTaBe OTHEIBHBIX XPOMOCOMHBIX JIOKYCOB Ha
paHHUX CTAAUSX aAJUIOMOJIUIIONAU3AIMU. Y pacTeHUU TMOKOJeHUs S; ObLia
oGHapyxeHa nemerus jnokyca 455 pPHK Ha onHOif u3 romonormdsbix 6S™
xpomocoM Ae. sharonensis. Hapsiay ¢ 3TuM, y 4acTi pacTeHHH S3 U Sy BBISIBICHO
yMenpmenne pasmepa NOR- nokyca Ha oGomx 6S™ xpomocomax. Bce
IPOAHATU3UPOBAHHBIC THOPHUIHBIC PACTCHHUS JICMOHCTPUPOBAIN A IMTHBHBINA
natrepH Cay3epH- THOpUIN3AINH, BKIIOYAIOMUN (PparMeHTh 000MX POJUTEIICH,
OJTHAKO, MHTCHCHUBHOCTH (pparmMeHToB OT Ae. sharonensis Obuia CylIecTBEHHO
CHUKEHA, TI0 CPABHEHUIO C POJUTEIHLCKUM BHJIOM. Takke B cocTaBe aM(puUIIionia
HaMd  OBbUT ~ WACHTU(PUIIUPOBAH HOBBIM  aMIUTM(PUITIPOBAHHBIA  BapUaHT
noptopsitorieiics equauipl 45S p/IHK Ae. umbellulata. AnanoruunsiM 0Opasom,
Ha TpuUMepe 3-X CHHTETHYECKUX aM(pUIUIOWIOB HUCCIENOBAU U3MEHEHHS 5S
pAHK na panneit cranun amtononumionau3anuu. C nomompto FISH y pactenuii

MOKOJICHUSI S3 KaKJ0M TMOpUAHON KOMOWHAIMU OOHApy>KEeHbl KOJUYECTBEHHBIC
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M3MEHEHUs, 3aTparuBalolIfe OTICNbHBIE JOKYChl OJHOTO U3 POIUTEIHCKUX
reHoMmoB. Cay3epH- rubpunuzanus ¢ reHomHon JJHK amdunnonna T. urartu x Ae.
tauschii (TMU38 x TQ27) BeisiBuna OoJiee HU3KYI0O WHTCHCUBHOCTH (hparMeHTOB
ot Ae. tauschii mo cpaBHeHuto ¢ pparMeHTaMu OT T. Urartu, 9YTo0 MOXKET CITYKUTh
HOATBEPKIEHUEM PEeIYKIIMU cUrHaja Ha xpomocome 1D, oGHapyxeHHO# y 3TOrO
rubpuna ¢ nomomibio FISH. TlosBinenne HoBbix ¢parmentoB 5S p/IHK wmum
MOJHOE MCYE3HOBEHUE (PPAarMEHTOB POAMTEIBCKHMX BHAOB Yy HU3YyUYEHHBIX
aM(UIUTONI0B HE OOHApyKeHO HU B pe3yibraTe Cay3epH- ruOpuau3anuu, HU
[MI[P-ananmu3a pactenmii S,-S3 moxoneHuil. M3meHeHuss He OOHApPYKEHBI TPHU
CpPaBHEHHUU NEPBUYHOM CTPYKTYpbl JA€BIATH mocienoBareiabHocTedt 5S pJIHK
ampurionma TMUS38XTQ27 ¢ aHAJIOTMYHBIMH  TIOCJIEIOBATCILHOCTIMHU U3
IF€HOMOB POJAMTEIBCKUX BHJIOB. Takum 00pa3oM, HamMH BIEpBbIE MOKAa3aHO, YTO
y)K€ Ha PaHHUX CTaAWUAX AJUIOMOJUILIONIU3AINN TPOUCXOIUT KOHKYPEHTHOE
WHTHOMPOBAHNE SKCTIPECCUU KOHCTUTYTUBHBIX YMEPEHHO-TTOBTOPSIONINXCSA TEHOB
pPHK omHOro M3 poauTenbCKux T€HOMOB, KOTOPOE COMPOBOKAAETCS MPOLECCOM

OJIMMHUHAIIUKU CYIIPECCUPOBAHHBIX I'CHOB.

3.4. CTpyKTYpHO-()YHKIHOHAJBLHASL MBEPreHUUs] TOMEOJOTHYHbIX TI'e€HOB
VRN-1 B xone ¢gopMupoBanus reHOMOB MOJTHIIJIOUIHBIX IIIIEHUI

Cuctema renoB sipousarmu (VRN-1) ompenensier mMpOKui amanTHBHBIHN
MOTEHIMAN MOJIUIUIONIHBIX (DOPM MIIEHMI] B ONPEAECICHUH ONTUMAIBHOTO CPOKa
KOJOLIEHUsT B TeX WIM MHBIX KIUMATHYECKUX YCJOBHUSX. XapakTep
B3aUMOJICMCTBUSL QJUICJIE TOMEOJOTHUYHBIX JIOKYCOB, OIPEACISIOMMNNT  UX
COBMECTHBIN (peHoTunuueckuii 3p@PexT SBISETCS CIEACTBUEM KOIBOJIOLHUH U
KOaJanTaluy PpEryJATOPHBIX CHUCTEM TIE€HOB- T'OMEOJOrOB B COCTaBE aJJIo-
MOJIMIUTOMAHOrO TeHoMa. Hamra 3agada 3akiirodanach B BBISICHEHUH CTPYKTYpPHO-
(yHKUMOHANBHBIX OcOOeHHOCTeM romeonornunbix  reHoB VRN-1  wmsrkoit
NIICHUIBI ¥ U3YYEeHUHU Mpouecca (HOpPMUPOBAHUS ITUX OCOOCHHOCTEH B XOe

BO3HHKHOBCHUA W 5BOJIOINH IMOJTUITIOMIHBIX ITIIICHMUII.
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IIpoBeneHHBI paHee aHauu3 IEPBUYHOM CTPYKTYPhl PaJUYHBIX aJuIeNIeu
reHoB VRN-1 moka3an Hanmuure B HUX BapuaOeIbHBIX PEryJaTOPHBIX PalOHOB,
KOTOPBIE MOTYT ONPENEIATh YPOBEHD IKCIPECCUU 3THX T'€HOB, B 3aBUCUMOCTH OT
BHEIIHMX UM BHYTPEHHUX (aKTOpOB (TemMmeparypbl, (oTomepuosa, YpPOBHS
ropmonoB u 11) (Yan et al. 2004a; Fu et al. 2005; Igbal et al 2007; Santra et al.
2009; Golovnina et al. 2010). OxHako, MOCKOJIBKY TEHOTHII MMEET OTPOMHOE
BIMSHHE Ha (CHOTHIIMYECKOE TNPOSIBICHHE YyKa3aHHBIX ajuienedl  (cpok
KOJIOILIEHHU ), TOCTOJIbKY B OOJIBIIMHCTBE PAaHHUX Pa0OT HET YETKOW accolualuu
Mexay npucyrcrBuem crnenuduyeckux amwiened VRN-1 u ux mposiBieHueM Ha
ypoBHE (peHoTuna. J1jisg BbISBICHUS TaKOM accolMaluy TPeOYIOTCs TeHETUYECKUE
MOJEJIA, B KOTOPBIX PA3JIMYHbIE alJIETU OJTHOTO I'eHa HaXOAATCS Ha OJMHAKOBOM

TeHETUYECKOM (pOHE (M30TCHHBIC TUHUN).

3.4.1. AHa/ M3 NMePBUYHOI CTPYKTYPHI M IKCIPECCHU PA3TUYHBIX aJliesieil

VRN-B1 B cocraBe WM30reHHBIX JIMHHH MATKOH  NMIIEHHUIBI,

OTJIMYAIOLIHXCS 110 BpeMEHHU KOJIOLIeHHs

Pamee GbLIO YCTAHOBIEHO Hamuune pasamdnbix amieneir VRN-B1 (VRN-B1° u
VRN-B1°™) B coprax msrkoii murennmbl «CapatoBckast 29» u «JlmamanT 2y,
COOTBETCTBEHHO, M 3a(UKCUPOBAHBI HE3HAUUTEIbHBIC OTIUYHS MEXKIY ITHUMH
copramMu 1o BpeMeHH KosomieHus (Maiictpenko, 1992). Jlns nanbHeiiero
aHanu3a BiausHUA pa3nuuHbix amieneid VRN-B1l Ha Bpems konomeHus ObLIn
HoJy4eHbl u3oreHHbie juHun 1Bz/S29 and iBz/Dm wa ocHOBe o3umoro copra
«be3zocras 1». bbuto oOHapyxeHO, yTO BpeMs KosoleHus auauu iBz/S29 na 10-
14 nueit onepexaeT BpeMs kojomienus auaun 1Bz/Dm (Efremova et al., 2011). B
HACTOSIIeH paboTe OBLT MPOBENEH JETANbHBIM aHAIW3 TEPBUYHONW CTPYKTYPHI
ooonx VRN-B1 anneneit, BblA€IEHHBIX M3 COCTaBa BBIIICYKa3aHHBIX M30TE€HHBIX
JINHUM.

3.4.1.1. Ananu3z nepsuunoii cmpyxkmyput anneneit VRN-B1

[TonHbIE HYKJICOTHUIHBIE TIOCIIEIOBATEIBHOCTH aJlIeliei VRN-B1® u VRN-B1P"

nometeHsl B Genbank mox nomepamu HQ130482 n HQ130483, cooTBETCTBEHHO.
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O6uras mmna VRN-B1P™ u VRN-B1® amneneii cocrasnsier 6 488 u 6 101 nu,
cooTBeTcTBeHHO. Koaupyroiue nocnenoBaTenbHOCTU 00oux aytenei (727 mH)
BKJTFOYAIOT 8 DK30HOB W TMOJHOCTHIO HIACHTHUYHBI APYT ApYry. Takke MICHTHYHBI
IPOMOTOPHBIE paiiOHBbI (Ha MPOTsLDKEHUM 968 MH OT cTapTa TPaHCKPUIIUHU) U
UHTPOHBI 2-7. 32 UCKITIOYEHUEM OJHOU HYKJICOTHUAHON 3aMEHbl BHYTPU UHTpPOHA |
monmuas mociaegoBatensHocte  VRN-B1P™  ammenss 6buta mueHTHYHa paHee
u3ydeHHo# mocnenoBarensHoctn amiens VRN-Bla u3 msorennoit munuu Triple
Dirk B T. aestivum (AY747603). Amrens VRN-B1°, Gmaromapst Hammdmio
YHUKAJIBHBIX CTPYKTYPHBIX OCOOEHHOCTEHN B cocTaBe MHTpoHA 1: aeneunn 0.8 ToH
u nymvkaiuu 0.4 tna (Puc. 40) 61 0603Hauen Hamu kak VRN-Blc, uToOb1
MOTYEPKHYTh €ro OTIuYHMe OT paHee ommcaHHbix amtened VRN-Bla (Fu et al.,
2005) u VRN-Blb (Santra et al., 2009). Takum 00Opa3oM, Bce BBISBICHHbBIC

CTpyKTypHble oTinmuus Mexnay amensimMu VRN-B1l naxopstcs B cocrtaBe 1-ro

MHTPOHA.
1 T
ex3d ex8r
a) Vin-Bla Triple Dirk B ex2d ex3r> <
Pri Pr2 Intrl Intr2 > <
> < <

i I 1HHH

0) Vin-Blc (Caparoeckas 29)

JYTUTHKAIHSA
JieTnerus

’_) 0.8 TnH 0.4 ToH
—

Puc. 40 Crpykrypa amuteneit VRN-B1: a) VRN-Bla TDB (AY747603); 6) VRN-
Blc. Crpenku Hajx cxeMoil MOKa3bIBAIOT MO3ULIUU CHELU(PUYECKUX TpariMepoB,
MCIOJIb30BAHHBIX ISl BBIICTICHUS OT/IEIbHBIX YYACTKOB M aHaJIM3a UX MEPBUYHOM
CTpyKTyphl. CalT WHUIMAIMK TPAHCKPUIIMK OOO3HAUYEH CTPENKOW. DK30HBI
OTMEUYEHBbl  BEPTUKAJIBHBIMU  KPACHBIMU  MpsIMOyroibHHKamMu. [lokazaHsbl
CTPYKTYpHBIC OTJIMIHS Mex Iy autensmu (Shcherban et al. 2013).
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3.4.1.2. Ananus3 ypoens mpanckpunyuu VRN-B1 ¢ uzozennuvix ntunusnx

Jlns  uccnenoBanus ypoBHed TpaHckpunmuu VRN-Bl, onpenensronux
pa3IMYHbIE CPOKHU KOJIOIIEHUS Y U30T€HHBIX JIMHUW, HaMu npoBeneHa OT-IILP ¢
obOpasuamu PHK u3 nuCTheB HEspOBU3MPOBAHHBIX PACTEHUH HA pPA3IUYHBIX
cTamusx A0 KoyomieHWss (cM. «MaTepualibl B METOJbI»). Y O03UMOI0 COpTa
«bezoctas 1», ciykamiero B KauecTBe peKyppeHTHOTO POIUTENS MPU MOTYyYCHUH
u3oreHHbIx auHuM, Tpankpunims VRN-B1 ne nabmronanacek Ha ctaausx 3-5 aucra
(Puc. 41). B spoBbix naunusax, Hecynmx nomuHaHTHeie VRN-Al, VRN-Bla wnu
VRN-B1c amnenu, ypoBeHb TPaHCKPHIILIMHM 3TUX ajuleliell BO3pacTall, JOCTUras
MaKCHUMaJIbHOTO 3HaUY€HUs K cTtaauu 5-ro jucrta. [Ipu stom, amnens Vrn-Al umen
CaMbIil BBICOKHI YPOBEHb TPAHKPHIILIMH, TOT1a Kak ypoBeHb VIN-Bla Obu1 caMbim
HU3KUM. TpaHCKpUIIIMOHHAs aKTUBHOCTh amienedt Vrn-Al>Vrn-Blc>Vrn-Bla
KOppenupoBaia C TOPSAIKOM BBIKOJAIIMBAHKUS COOTBETCTBYIOUIUX  JIUHUIA:
1:Bz1Vrn-Al, i:Bz1Vrn-Blc u i:Bz1Vrn-Bla. Habmonanocs 3aMeTHOE pasiudue
Mexay 2-ms uausmMu ¢ awtensimu VRN-B1, npuuem MakcumanbHasi TpaHKPHUIIITUS

VRN-B1 B nmuauu i:Bz1Vrn-Bla Oblna conocraBuMa ¢ MUHHUMAJIbHBIM YPOBHEM Y

1:Bz1Vrn-Blc (Puc. 41).

VRN-A1, 143 nu VRN-B1, 153 nn VRN-D1, 108 nn

- CTaJHH (JIHCT)

Puc. 41 Tpauckpunius VRN-1 romeoamnenedt B smuuax 1:Bz1VRN-AL,
I:Bz1VRN-B1c u i:Bz1VRN-Bla. IIpoayktel RT-PCR 6buin aMruiuguiupoBaHbl
C TIOMOIIBIO0 CHeNU(PUUECKUX IS Ka)XJAOro Tromeoaiens mpaimepos. [[nuHa
[TLP-nponykToB yka3ana cBepxy B iH (Shcherban et al. 2013).
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B npucyrctBun aomuHanTHbiX anmnenedl VRN-B1 mpoucxomuna unaykuus
TPAHKPUIIUU PEUECCUBHBIX ajieJied TOMEOJOTUYECKUX JIOKycOoB. B  nuHUUM
1:Bz1Vrn-Al TpaHCKpUNTBI C PEIECCUBHBIX vin-B1 u vrn-D1 reHoB
oOHapy>KUBaJIMUCh, HayWHAsg CO CTaAuM 3-TO JHUCTa, npu HToM  VIn-Bl
TpaHCKpHOHpoBaJicsi 0ojiee MHTEHCHBHO, MO cpaBHeHHIO ¢ VIN-D1. B nunuun
1:Bz1Vrn-Bla tpaHcKkpHIITHI ¢ periecCuBHOTO VIN-Al MOSBISUTUCH, HAYMHAS C 4-TO
JUCTa, TOTrna Kak VIN-D1- TpaHCKpunThl HE BBIABISUIUCH HU HAa OJHOM W3
U3ydeHHBIX cramuii. Y muaun 1:Bz1Vrn-Blc tpanckpunter ¢ amieneit vin-Al u
vin-D1  oOnapyxuBamuch, HauuHas coO craguii 3-ro U 4-ro JucTa,
COOTBETCTBEHHO. B 11€710M, B IPUCYTCTBUU OJJHOTO JOoMUHAHTHOTO amiens VRN-1
YPOBHH TPAaHCKPUIILUHU PELIECCUBHBIX AJIJIENIEd T€HOB- TOMEOJIOTOB COOTHOCHIIUCH
cienyromuM obpazom: VIn-Al>vrn-B1>vrn-D1. [To unayuupyromemy s dexty Ha
PELECCUBHBIE TOMEOAJUIENIA JOMHWHAHTHBIC —AJIEIN VRN-1 Moryr OBbITh
pacupeneseHbl B COOTBETCTBUM C HMX COOCTBEHHOW TPAHCKPUMIIMOHHOU
akTuBHOCTBIO: VIN-A1>Vrn-Blc>Vrn-Bla.

Jist  OGoslee  TOYHOM OLEHKM TpaHKpUNIUMOHHBbIX ypoBHe VRN-1 B
COOTBETCTBYIOILIMX H30TE€HHBIX JMHUAX, Obla MpoBeaeHa KonuuyecTBeHHas OT-
IIIIP na craguum 3-ro mucra. beumm mcnonb3oBanbl o0pasisl kJIHK n3oreHHBIX
muaui 1:Bz1VRN-Bla, i:Bz1VRN-Blc, a taxke F; THOpUIHBIX pacTCHHIA MEXITY
STUMH JIMHUAMU U copTa «be3ocras 1» B kauecTBe KOHTpousid. CTaTHCTUYECKU
sHauumoe pasnuune (t = 9.2, P>0.95) mo yposuio Tpanckpunuuu VRN-B1 Ob110
3auKCcUpOBaHO MexAy AByMs JuHuAMH: KonudecTBo VRN-B1 tpanckpunroB y
1:Bz1VRN-B1c nmpumepno B 10 pa3 mpesbiinaio takoBoe y i:Bz1VRN-Bla (Puc.
42). Cpennuii ypoBenb Tpanckpunuuu VRN-B1 y rereposurotusix F; pactenuit
ObLT O0JIee CXOIHBIM C COOTBETCTBYIOIIMM ypoBHeM y imHuu 1:Bz1VRN-Bla.

M1 Takke MPOBETN KOJMYECTBEHHYIO OIEHKY ypoBHS TpaHCKpumiuu VRN-2
reHa, MpenoiaraeMoro penpeccopa nBereHus. YposeHb Tpanckpuniuu VRN-2 B
auann 1:Bz1VRN-B1c 6bu1 B 1.6 pasza mmxke, uem B juaun i:Bz1VRN-Bla, uto
npenanojaraeT — HaJlWYuMe ~ HETaTUBHOM  KOPPENSIUMU  MEXKIYy  YPOBHSIMU

tpanckpunuuu VRN-1 u VRN-2 B usydenHbix nuHusaX. OJHaKo, yKa3aHHOE
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paznuyne MEXIy JHHUSMU HE OBbUIO cTaTuCTHYecKw noctoBepHbiM (Puc. 42).

HerartuBnas xoppemsmus mexay ypoBHsamu TpaHckpumimu VRN-1 u VRN-2

npeanoaaraet BeposatHyo cynpeccuro VRN-2 mpoxykrom VRN-1,

A

Bzl iBzlVRN-Bla

14
12

1
08
06
04
02

==

iBz1VRMN-Bic

b
a5

4

iBzl VRN-Bla

35

3
2,5

: |
15

1

0,5

0

iBzl VRN-Bic

[eHOTHNBI

Bzl

i:Bzl VRN-Bla

F1

VRN-B1

VRN-2

VRN-B1

VRN-2

VRN-B1

VRN-2

1:Bz1 VRN-Bia

4.00/0.057

1.27/0.329

F1

1.63/0.243

0.01/0.986

1.38/0.299

0.46/0.686

1:Bz1 VRN-Bic

9.55/0.010

2.22/0.155

9.20/0.011

2.22/0.155

3.86/0.060

0.58/0.615

Puc. 42 KomuyectBenusii RT-PCR- anmamu3z VRN-B1 (A) u VRN-2 (b)

TPAHCKPUIINHUHU B HM30I'CHHBIX JIHHHAX

1:BzZ1VRN-Bla, i:Bz1VRN-Blc u ux F;

rubpuae Ha craauu 3-ro ymcta. B- T/p 3nadenus VRN-B1 u VRN-2 skcnpeccuu B
pa3IMYHBIX HM3YyYCHHBIX TeHOTHUNAaX. HamOosiee 3HAYMMBIC PA3IAYUS MEXITY
reHoTunamu nmoauepkuyThl (Shcherban et al. 2013).

3.4.2. Ananu3z amuaenabHoro pasnoodopasuss reioB VRN-1 u PPD-D1 B

PA3JIMYHBIX COPTAX MATKoil mmennusbl; accouuanuss VRN-1 renoruna co

CPOKOM KOJIOLIEHMSI

UyBCTBUTENBHOCTh K SAPOBU3ALMH (SIPOBOM W O3MMBIA THUIIBI) U CPOK

KOJIOIICHUS Y TOJMIUIOMAHBIX MIIEHUI] KOHTPOIUPYIOTCS KOMOMHALIMEH aeneit

romeosiornyHbix JIoKycoB VRN-1. Hapsiny ¢ renom VRN-1, Gomnbiioe BnusiHue Ha

CpPOK KoJjomieHus: okaspiBaeT reH PPD-D1,- ocHOBHOW TreH, KOHTPOJIUPYIOIIUI

qyBCTBUTENBHOCTh K (oTorepuony (Beales et al. 2007). Hamm Obin mpoBeneH
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aHanu3 amensHoro noaumopgusma renoB VRN-AL, VRN-B1, VRN-D1 u PPD-D1
B OOJBIION BBHIOOPKE SPOBBIX COPTOB MSTKOM TMIIEHUILIBI M3 Pa3IMYHBIX
reorpaduueckux paiioHoB EBpomnbl u Poccun (¢ mpuneraronyMu TeppUTOPHUSIMH
Vkpaunbl u Kazaxcrana). Y EBponeickux COpTOB MpOBEJEHA OlLIEHKa CpoKa
KOJIOLIEHUsI JJisi MOUCKa BO3MOKHOM accormanuu reHotuna VRN-1 co cpoxom
KOJIOIIEHUS.

[Ipoananu3upoBaHHbIE COpPTa MPEACTABISUIM OCHOBHBIE JKOrerpauueckue
paiionbl EBpomer (245 coproB) u Poccum (90 coptoB) (Tabn. 2 mpuiioxeHus).
CKpUHUHT T€HOTHUIIOB OCYIIECTBIISIICS C MCIOJIb30BAHUEM paHee pa3pabOTaHHBIX
MOJIEKYJISIPHBIX MapKepOB I JETEKIMU JOMUHAHTHBIX U PEIIECCUBHBIX ajlienei
VRN-1 nokycoB: VRN-A1, VRN-B1, VRN-D1, a taxxxe PPD-D1 (Ta6mx. 5).

Hamu ycranosieno, uyto 91% u 98.9% Epomneiickux u Poccuiickux copTos,
COOTBETCTBEHHO, COJIEpXKAT YyBCTBUTENBHBIN K (oTtonepuoay amiens PPD-D1b.
HeuysctBuTensubiit k poronepuoay amens PPD-Dla Obu1 oOHapyxeH, riiaBHbIM
o0Opa3oMm, B IOKHBIX pernoHax Espombsr (32% coproB). OTH pErnoHbI
XapaKTepU3yrTCs MPEUMYIIECTBEHHO MOHOTEHHBIM KOHTPOJIEM
YYBCTBUTEIBHOCTH K SIPOBHU3AIMU C ydyacThueM JoMHHAHTHBIX ayutenerd VRN-Bla
nwmm VRN-Dla, torma kak B ocrapmieiics yactu EBpombl, a Takke B Poccum
koMOMHanusg (ortomepuoa- dyBcTBUTENbHOrO amiens PPD-D1b ¢ aByms
nomuHantHeiMH aytensimu VRN-Ala, VRN-Bla wu peneccuabiM ViIn-D1
sBIIsIeTCs Hanbosee pacnpoctpaneHHon (Puc. 43).

B Poccun amnens VRN-Bla nesnauutenwno mnpeobnaman Han VRN-Blc
(48.8% wu 44.4%, COOTBETCTBEHHO), Torma Kak B EBpome Ha0II0aI0Ch
npeuMytiecTBeHHoe pacnpocTpanenue amens VRN-Bla (Puc. 43). Amnens VRN-
Blc Bcrpeuwancsa, rtimaBHBIM 00pa3oM, B BOCTOYHO-EBPOINEHCKUX CTpaHax.
Hanbonee peaxkumu amnensmu kak ais EBpomsl, Tak u jis Poccnn Opmmu: VRN-
Alb (memermmss 20 mu B mpomortope) u VRN-Dla (nenerust 4.2 ThoH B mepBOM
untpone). Tonbko B KOxHO# EBponie ux pacnpocTpaHEeHHOCTh YBEIUUYUBAIACH J10
20% wu 16.4%, cootBerctBenHo (Puc. 43). Amnens VRN-ALc (nenenus 5.5 o B

NIEPBOM MHTPOHE) He ObLT OOHAPYKEH HU B OJHOM M3 H3YYCHHBIX COPTOB.
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A EBPA3HA
FeOrPAPUIECKNe NOACA
M NPHPOIMME CTPANM

b
VRN-B1c
Poccusn e
VRN-Bla
VRN-A1b VRN-D1a
1.0% 1.0%
CeBepnasn,
3anagnan u
IlenTpasibHan VRN-B1a
EBp ona 70.0%
VRN-8B1c
3.6%
IOxnan
Espona

Puc. 43 A- Kapra ximnmarnueckux 30H, Bkiovas EBpony u Poccuto. 3enenbiit
uBeT O00O3HAYaeT YMEPEHHYI  KJIMMAaTHYECKyl0 30HY,  CBETJIO-CEpbIii-
cyoTponnueckyto 30Hy FHOxnoit EBpomnbl. Bb- Jluarpammel pacnipocTpaHEHHOCTH
paznuunbix amieneir VRN-1 reHoB cpeau M3y4eHHBIX COPTOB SIPOBOM MSATKOM
MIICHHUIIBI M3 Pa3IMYHbIX reorpaduueckux peruonoB (Shcherban et al., 2012;
Shcherban et al., 2015a).

EBponelickue copra MOXKHO pa3leliiTb Ha JBE€ OCHOBHBIE T'PYIIIHI,
paziMyaronmecs mo Cpoky BbIKoJamuBaHust: FOxHY0 rpyriny U oObeIUHEHHYIO

rpymmy coproB Ceepnoii, 3anamuoit u lLlentpanpHoii EBpombr (Puc. 44A).

[lepBas rpynna uMeeT B CpelHEM Ha 5 nHEW OoJiee Mo3/IHee BhIKOIAIIUBAHUE, 110
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CpaBHEHHIO cO BTOpod. Takoe paznmuune MOXeT OBITh OOYCIIOBJICHO

crienuduyeckuMm reorpadpuueckum pacnpenenenueM VRN-1 renotumno (cwm.
BbIle). B kauecTBe moaTBepkaeHUS Mbl OOHapyXuiau y ramtotumna Vrn-Al VRN-
Bla vrn-D1 (pacnpoctpanenHoro B IOxxHoii EBpore) cTaTUCTHYECKH 3HAYMMOE
(p<0.001) yBenuueHwe cpokKa KOJOIIEHHS Ha 5-8 JHEH, MO CpaBHEHHIO C
rariotunoM ¢ 1ByMs noMuHaHTHbIMU TeHamMu VRN-Al u VRN-B, xapakrepHbim

s octaBierics yactu Espornsr (Puc. 445,B).

A

«
- 1]
m
1]
@0
a0
k1]
i
0
i}

m .............................................................................................................................
55 FRDDD [FROODD -} 1 PPOOTE b B Ta &
VRN=A 18 | VIRN-ATH VRN -A 18 A8 WRN-ATD | vmed! | wmeAT | wmeAT | wrmedd
vn-B1 | w81 |VRN-B1a| VRN-B1d VRN-B18 14 wn-81 (VRN-B18 w81
v | w01 |wrnDd | v | D | vl | VRN-DYa | wrnD | VEN-O1e
B
Haplotypes* VRM-Ala VRMN-Ble vimDl | VEN-Ala VRN-BlavenDl | vn-Al VRN-Blavrn-DJ
VRN-Ala ven-B 1 vin-Dli 2311 p<0.05 0.59% 2053 po0.01
VRN-Ala VRN-8 I =D 2430 p<0.05 m p=0.001
FRA-Ala VRM-BlavenDl BI8S pe0.001

+'I'I:|:lEJ:l:E'I'B.EVZI'I'.E‘I‘!:I:QI TOMEXO FAMMOTHR] © Afemesd .F?:Id—ﬂ.l' b, ana ICWDP]:I}C CTATHCTHYSCKH IHASFMEIE OLEHEH BOTTIH Ehl‘l.'b BEEIMOmEHEL
(He MeHee 10 MpoaHAMANE-OBIHHBDT COPTOB HA FATNOTIET)

Puc. 44 A- Jlnarpamma pacripeziefieHusi ABYX OCHOBHBIX Ipynn EBponeiickux copTos
SPOBOM MSTKOM MIIEHHUIIBI IO BpeMeHHU KousommeHust: FOxHou rpymnmel (Oepie CTOIONKN)
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u rpynnsl coptoB CeBepHoi u LlentpanbHoii EBponbl (uepHbie ctonbuku). LHudpsr no
ocu X- KOJUYECTBO JHEH 10 KOJIOLIEHHUS;, MO OCH Y- KoJnuecTBo coprtoB. Crpana-
obI1iiee KOJIMYECTBO COPTOB B Kaxkaoi rpymime. b- apdekr paznmuunsix PPD-D1 / VRN-1
KOMOMHAIMl Ha BpeMsl KoJiolleHWs. BepTukanpHble JUHMM C 4YEpTOMl B cepeauHe
o0o3HayaroT 95% AOBepUTENbHBIH MHTEPBAI U CPEIHEE 3HAUEHHE CPOKA KOJIOIIECHUS
JUIs COOTBETCTBYIOLIEH rpynmsl aseneil. B- 3nauenus koagduuuenta Cteiogenta (T) u
COOTBETCTBYIOIIETO YPOBHS 3HAUMMOCTH (p), MOKAa3bIBAIOLIUE PA3IUYUs IO CPOKY
KojoumeHus: Mexnay Haubonee pacnpoctpaHeHHbIMH VRN-1 rammorunamu. Haubonee
3HAYMMBIC pa3JIH4usl BBICICHBI cepbiM 11BeTOM (Shcherban et al. 2015a).

Taxum o6pazom, komOuHaLKA (POTONIEPHO- YyBCTBUTENbHOTO asuiens PPD-
D1b ¢ aByms gomuuantaeiMu amieiasmud  VRN-ALl u VRN-B1l npencrasisier
HamOoJiee alaNTUBHBIM T€HOTUIT IPOBOM IEKCAIUTOMIHON TIICHUIIBI I OOJIbIIeH
yactu Tteppuropur EBponbl um Poccum, 3a uckmtouenueM HOxHBIX palloOHOB
EBpormbl, rie moayuuian pacrpocTpaHeHue MoHoreHHo qomuHaHTHbIe 1o VRN-B1
(VRN-D1) rammorumnsl. [TocieaHue MOIIH KMETh CEJIEKIIMOHHOE MTPEUMYIIICCTBO B
CyOTpONHMYECKMX KIMMAaTUYECKUX YCJIOBHSX, obOecrieunBas 0oliee IMTEIbHBIN

BeFeTaI_[I/IOHHI:Jﬁ IICPHUOI.

3.4.3. Ananu3 ajuieqibHOro pazHoodopasusi renoB VRN-1 B cocrtaBe paHHux

(hopM MOTUIIONIHBIX MIIEHUI] M UX THIUVIONTHBIX NMPeIKOB

N3yuenne MeXaHU3MOB SPOBU3AIMH U MX (OPMHUPOBAHUS B XOJIC DBOJIOIHH
HEBO3MOXKHO 0e€3 JeranbHOro aHanuza npoucxoxkaenus amienedn VRN-1 u ux
JUBEPTEHIINK, CBSI3aHHOW C TIOSBJIICHUEM SPOBBIX (OPM Y TOJUILUIOMIHBIX M
MPEIIISCTBYIONUX UM JTUILUIOMIHBIX BUIOB MIICHHUI[. B kauecTBe oOBeKTa st
JTaHHOW paboThl ObUTM HCHONB30BaHbI 80 00pa3oB AMKOPACTYIIETO TETpa-
wionaHoro Buaa mmenunbl 1. dicoccoides (remom BBAA), 45 u 4 o6pasna
TETparuIOWIHBIX BHIOB 1. araraticum wu T. timopheevii (remom GGAA),
cooTBeTcTBeHHO, 160 oOpasmoB aumioWaHbIX BUAOB 1. monococcum, T.
boeoticum u T. urartu, Hanbosee OJIM3KUX K A- TEHOMY IOJMITIOUTHBIX MIICHHMII
u 23 obOpasua Ae. speltoides, 6muskoro k monopy B(G) -renoma (Taba. 3

PUIIOKEHHUS ).
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Jlist monekynsipHoro ananusa JokycoB VRN-1 B cocTaBe yka3aHHBIX BHIOB
ObUIM  HKCIIOJI30BaHbl ~ paHee pa3paboTaHHble KOMOMHALIMKM  IpailiMepoB,
MO3BOJISIOIIME MapKUPOBAaTh y4YacTKU Mpomoropa M mnepBoro uHTpoHa VRN-1
(Tabn. 5). Jlns Ooyiee TOYHOH HACHTH(PHKAIMK PA3IMYHBIX  aJUIejCH

ucnoans3zoBaiun CAPS-meron (cMm. ['naBy 2.8).

3.4.3.1. T. dicoccoides

IlIpomomopmnuwiii pation

YyBCTBUTEIBHOCTH K SPOBH3AIMU Y TeTparutoniHou menutisl 1. dicoccoides
KOHTPOJUPYETCA aJiensiMu 2-X roMeosiorudHbix jJokycoB: VRN-AL u VRN-BI1.
[Toutn Bce u3 80 m3ydeHHBIX 00pa3lOB ykazaHHOro Buaa AaBanu [II[P-npogykT
anmuHoi ok. 0.7 T (Puc. 45a) ¢ ucmonb30BaHKEM MTPaiMEPOB, CICUGUIHBIX JJIS
npoMmoTtopHoro paiiona VRN-A1l (Tabxa. 5). Cmektper Msp |- rumaposnmsa
npoaykroB IIL[P moxxHO pasmenute Ha aBa tuma (Puc. 45b). IlepBwiii Tw,
XapaKTEPHBIN TSI TIOJIABIISIONIETO OOMBIIMHCTBA U3YYEHHBIX 00Pa3IloB, COAEPKUT
nBa ocHOBHBIX (pparmenTta amuHoi ~140 u 200 mu. Bropoit tTum Ob11 00HApYKEH
ToJbKO B 3-X obOpasiiax T. dicoccoides u xapakrepusyercs ¢pparmentom ~120 mH,
samematomuM  ¢parmeHT 140 mH. Ha ocnoBanmum IILP-ckpunmHra s
nanbHeiero cekBeHupoanus 1P npoaykToB HaMu ObLIM 0TOOpaHbl 00Opa3Ibl,
MPEICTaBIIAIONINE 00a pECTPUKIIMOHHBIX MATTEPHA.

[Tpomotopusie mocnenoBatensHocT VRN-Al ob6pasmo 1G 113301, IG
139189, IG 46297, k-5198, oTHOCAMMXCS K TEPBOMY PECTPUKIIUMOHHOMY
natrepHy (Puc. 45b) ObuM TOJHOCTHIO HIACHTUYHBI M3BECTHOM IMOCJIEIOBA-
tenbHOCTH peneccuBHoro amrens VRN-A1l T. dicoccoides (AY747598) wu
collepKaii peCTpUKIHOHHBIN (pparment Msp | mmunoit 138 mH. Cnemyet
OTMETHUTh, YTO MPOMOTOpHBIE TTocienoBaTeabHOCTH VRN-AL Bcex MOJUIMIOUIHBIX
NIIICHUI], OINMMCAaHHBIX B 0a3ax MJaHHBIX coJAepkKaT MHCEpUUIO 8 TH U
JOTIOJIHUTEINIbHBIN callT y3HaBaHusa Msp |, xapakrepubiii Takxke At amwtens VRN-

Alu T. urartu (cm. gamee). YuuThIBas 3TH OCOOCHHOCTH, MbI 0003HAYMIIN
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COOTBETCTBYIOIINI pereccuBHbIN ayutens T. dicoccoides kak VRN-Alu” (Puc. 46,

47; Taon. 10; Tabn. 3 npuiIoKeHwHs).

| |
[ . If : . )
T .monococcum T.boeoticum T urclzrtu T dtcoccoltdes
1 |
[ W N ® =l = N 0 ®m ~ = e 0 = 0 = | = P -
[(—] N - g g (-] g P~ (-] @ - (7=} [ - N ™ -+ Ll (7] - el o« o« P~ [—]
- (=] N N @ [—] (=] (=] (=] - - - - - - - - el [—4 @ - o« - -2 ™
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Puc. 45 a- TP ammmdukanus nocnenoBateiabHocTeir mpomoTtopa VRN-AL ¢
nomomsio VINALF/INtIR mnpaiimepoB. b- pecrpukumonssiit ruapoauns Msp |
cootBercTByromux IIIP- npoaykroB. C- [P ammiaudukanus ¢ npaiimepamu
VRN1F_F/VRN1F R, ¢ nocaenyrorieit 00paOb0TKON SHAOHYKIICa30i PECTPUKIIUN
Taq | (merekmus amrenss VRN-A1fl). Homepa o0OpasioB, Ha3BaHUS BUAOB M
Te€HOTHUIIBI JaHbl cBepXy. OCHOBHBIE (PparMEHThl peCTPUKLMK AJuHOM Ooree 100
H o0o3HaueHbl cTpenkamu (Shcherban et al. 2015b).

[TocnenoarensHoct VRN-1 ob6pasmos 1G 46273, 1G 46306 u IG 115810,
NPEJCTABISIONIMEG BTOPOM THUN, OBUIM HIECHWYHBI paHEEe OMHCAHHOMY aJlICITIO
VRN-ALb (Yan et al. 2004a), umeroriemy aenenuto 19 mH B MpOMOTOPHOM paiioHe
(Puc. 46). bnaromapsi sTodi nenenuu mocie ruapoiusa  Msp | mosBiscs
dparment amunaou 119 nu (Puc. 47).

JBa u3 80 o6pasuos T. dicoccoides (1G46277 and IG 46288) naBanu HEMHOTO
ykopouennbie [T1[P- mpoaykTsl, o cpaBHeHUIO ¢ Apyrumu oopasiamu (Puc. 453).
[Tpu >TOM OHM TPAKTUYECKH HE OTIUYAIHMCH OT IPYTUX OOpasloB MO KapTHHE
rugpommza  Mspl  (Puc. 45b). CexBeHupoBaHue MOKa3aJio, YTO 3TH 0OOpa3Ilbl

coaepikat panee onucanubiid auteasr VRN-ALd (Yan et al. 2004a). ITo cpaBHeHHIO
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¢ VRN-Alb ammenem, 3TOT amienb MMEET IOMOJHUTEIBHYIO AeNelnio 32 IIH,

KOTOpast 00ycaaBIMBaeT PparMeHT pecTpukiiuy jmHoi 147 mu (Puc. 46, 47).

" VRN-box CArG box
F L 1 ‘_l_‘
VRN-A1b TCGGGGCCAGATCCCTTTAAAAACCCCTCCCCCCCTGCCGGAATCCTCETTTTGECCT
VRN-a1d TCGEGECCABATC - == === === —m—mmm—m e e —eee o TC@TTTTGECCT
VRN-Alu' TCGGGGCCAGATCCCTTTAAAAACCCCTCCCCCCCTGCCGGAATCCTCETTTTGGCCT
VRN-Alu TCGGGGCCAGATCCCTTTAAAAACCCCTCCCCCCCTGCCGGAACCCTCGTTTTGGCCT
VRN-Alh TCGGGGCCAGATCCCTTTAARAA-——————————==———===== CCCTCGETTTTGGCCT
VRN-AlL! TCGGGGCCAGATCCCTTTAAAAACCCCTCCCCCCCTGCCGGAACCCT-GTTTTGECCT
VRN-Al TCGGGGCCAGATCCCTTTAAAAACCCCTCCCCCCCTGCCGGAACCCTCGTTTTGGCCT
AC
VRN-B1 TCGGGGCCAGATCCCTTTHAAAACCCCTCCCCC&iTGCCGGAA&CﬂTCGTTTTGGCCT
CAP signal 8 bp ins.
VRN-Alb GGCCATCCTC======mmmmmmmmna——— CACCTCACGTCCTCACCCAACCACCTGAT
VRN-Ald GECCATCCTC e m en e enencenenae CACCTCACGTCCTCACCCAACCACCTGAT
VRN-Alu' GGCCATCCTCCCTCTCCTCCCCTCTCTTCCACCTCACGTCCTCACCCAACCACCTGAT
VRN-Alu GGCCATCCTCCCTCTCCTCCCCTCTCTTCCACCTCAC-~—=== =~ CCAACCACCTGAT
VRN-Alh GGCCATCCTCCCTCTCCTCCCCTCTCTTCCACCTCAC-—~-—==~=~ CCAACCACCTGAT
VRN-A1f! GGCCATCCTCCCTCTCCTCCCCTCTCTTCCACCTCAC-— === ~~ CCAACCACCTGAT
VRN-Al GGCCATCCTCCCTCTCCTCCCCTCTCTTCCACCTCAC—=-=—==~-= CCARACCACCTGAT
VRN-B1 GGCCATCCTCCCTCTCCTCCC-TCTCTTCCGCCTCAC- ===~~~ CCAACCACCTGAC
VRN-Alb AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-Ald AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-Alu' AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-Alu AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-Alh AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-AlL; AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-A1 AGCCATGGCTCCGCCGCCTCGCCTCCGCCTGCGCCAGTCGGAGTAGCCGTCGCGGTCT
VRN-B1 AGCCATGGCTCCGCCCCCCCGCCCCCGCCTGCGCCTIGTCGGAGTAGCCGTCGCGETCT
VRN-Alb GCCGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-Al1d GCCGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-Alu' GCCGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-Alu GCCGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-Alh GCGGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-AlL! GCGGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATG
VRN-A1 GCGGGTGTTGGAGGGTAGGGGCGTAGGGTTGGCCCGGTTCTCGAGCGGAGATS
< P5

VRN-B1 GCCGGTGTTGGAGGCTTGGGGTGTAGGGTTGGCC

Puc. 46 CpaBuenne yuactka (~0.2 ThH) mpoMoTopHOU mocnenoBarenbHocTH VRN-1,
amruinuIMpoBaHHoO ¢ momortisio npaiiMepoB VINALF/IntlIR (VRN-AL; ITLIP- npoaykT
0.7 iv) u P2/P5 (VRN-B1; npoaykt 0.9 TiiH). Jlokamu3aius npeanoiaracMpiX CUTHAIOB
TPAaHCKPUIIMH (BBIIEICHBI JKUPHBIM MIPU(TOM) yKa3aHa COTJIACHO JAaHHBIM Yan et al.
(2004). ATG crapToBbIii KOJIOH 0003HAYEH CepbIM IBeTOM. [loka3aHbl: MHCEpHHS 8 MH
(8 bp ins.) m oOo3HaueHHass CTPENKON HYKICOTHIHAS 3aMeHa, TeHEePUPYIOIas
JIOTIONIHUTENBHBIM  caiT y3HaBanuss Msp 1 (momuepknyt). B cocrae VRN-B1
MOYEPKHYTHI OJHOHYKJICOTHUIHBIE CANTHI, MO KOTOPHIM HAOJIOAIOTCS PA3IUYUS MEXKITY
VRN-A1 u VRN-B1. TTocnenoBatensHocTh VRN-B1 siBisieTcss BBICOKO KOHCEPBATHBHOMN
cpeau 5-tu u3ydeHHbIx oopasmos T. dicoccoides (Shcherban et al. 2015b).
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VRN-A1 Promoter 100 bp
Vr:g_AF CAI'-G G |r2;lR
! P e ‘ TL |
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I |
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. . .
! ! e Th |
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pr 200 bp

Puc. 47 Kapra pectpuxiiuu Msp | mpomoTopHoro paiiona paznuunbix amieneit VRN-1.
CrapToBblli KOAOH OOO3HAU€H CTPENKOW B Hayajle TEpPBOTO DSK30HA (Cepblif
npsMOyroasHUK). Ilo3umus crenuduyeckux MpaiiMepoB IMOKa3aHa HaJ CXEMOH.
UYepHbIMH KpyXKaMu 0003HayeHbl calThl y3HaBaHus Msp |. JlunusMu c uduciamu
o0o3HaueHa nnuHA (parMEeHTOB pecTpukimH, npepbimarmmmx 100 mH. [enenuu u
WHCEpPIUU TI0Ka3aHbl OCIBIMH W YEPHBIMH TPEYTOJIbHUKAMH, COOTBETCTBEHHO, C
yKa3aHHeM pa3MepoB. YkazaHo pacrnojoxkeHne CArG- 6okca u HyKJICOTHIHOWU 3aMEHBI
G—C, renepupyroineii HoBbIN cailT y3HaBanus Msp | (Shcherban et al. 2015D).

Jlns ananmmuza nokyca VRN-B1 ucnonb3oBamuck mpaiimepsr P2/P5, koTopbie
aMITUUIUPYIOT MPOAYKT JMHON npuMepHo 0.9 ThH M3 cocTaBa MPOMOTOPHOTO

paiiona (Tab6u. 5). Hukakux oTinuuii Mexay oOpa3iiaMu He ObLIO OOHApPYKEHO C
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nomonieio [P u nmocienyromnieit oopadotkn Msp | (maHHBIC He TIpeICTaBIICHEI).
Ha ocHoBanmum wu3BecTHbIX mnociienoBareipHocter VRN-B1 T. aestivum
(AY747602-04, AY616453, AY616456), Msp | pectpukimoHnHbie (parMeHTHI
cootBeTcTBOBaNIM OkuaaeMbiM: 494, 104 u 128 nH. beutn cexBeHupoBanbl [111P
IPOAYKTHI M3 5 OTOOpAaHHBIX OOpA3IOB pa3IWYHOro mnpoucxoxacHus (Taom. 3
npuioxenusi). Bce 5 mocrnenoBatenbHOCTEN OBUIM BBICOKO T'OMOJIOTMYHBI
u3BeCTHBIM  mocienoBatenbHocTsM  VRN-B1  (98-100%  romonorum), 3a
WCKITFOYCHHEM MUHOPHBIX HW3MEHCHHH, BBIIBICHHBIX, TJaBHBIM 00pa3oM, 3a
mpefelaMi  ydacTKa, COJEpIKaIllero  IpearnojaracMple  KOHCEPBATHBHBIC
TpaHcKpunimoHHsie curdaisl (Puc. 46). U3yuennsie nocienaoBarensHoctd VRN-

B1 momemensl B 6a3y manubix Genbank mox Homepamu: Ac.N. KM586661-65.

1-ti unmpon

[Mpaiimepsr Intrl/C/F and Intrl/AB/R mns 1-ro matpona VRN-ALl (Ta6m. 5;
Puc. 48) mnepBoHAYaNbHO MCIIOIB30BAINCH C IICNIBI0 HACHTU(GUKAIMK periec-
cuBHoro aytens T. aestivum (Fu et al. 2005). Drot anmens comepxut Aeneruio 1.4
TOH B HHTpPOHE 1, MO CpPaBHEHWIO C COOTBETCTBYIOIIMMH ajuleisMu 1.
monococcum u T. boeoticum (cm. nanee). Iloutn Bce u3ydeHHBIC OOpasmbI T.
dicoccoides maBanm  ITILIP- mpoaykThl MPUOJM3HTEIBHO 1  THH, YTO
CBUCTEILCTBYET O MPUCYTCTBUU CNIEIUH, 3a MCKIoUueHneM obpasios k-5198,
IG 139189 u I1G 46297, nyis KOTOPHIX XapaKTEPHO MOJHOE OTCYTCTBHUE MPOAYKTOB
(Puc. 49c). Panee, Obu1 BbisiBieH VRN-Al amiens TeTparuiongHOTO oOpasia
‘Langdon’ (AY747598), wumetommii ngenenuto 7.2 TnH B umHTpoHe 1. C
ucnoas3oBanuem mpaiimepo EX1/C/F u Intrl/A/R3 nnst perekuuu JTaHHOTO
amnens (Ta6m. 5; Puc. 48), tpu o6pasua T. dicoccoides renepuposamu ITL[P
npoaykt npuMepro 0.5 tna (Puc. 49d) uaeHTHUYHBINA MO MEPBUYHON CTPYKType
COOTBETCTBYIOIIEH TMocieaoBaTebHocT  ‘Langdon’. Mpl 0003HAYMIM  3TOT

aiens kak VRN-ALL (Puc. 48; Ta6un. 10).



178

Kparnuecknii 1-1 HHTPOH 1mnH
paiion E—
< >
|Indel(—)F Indel(-)R
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Intr1/C/F Intr1/AB/R
> <
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VR N -A 1 ]-’nS Hucepuusa 0.5 rToa
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Ex1/C/F

VRN-A1L >
AeneyuaZ.2 TNH
_i_ ............... _I

Intr1/A/R3
<&

Puc. 48 Cxema 1-ro uatpona VRN-1 amnenei, BeisBieHHbix y T. dicoccoides.
[Tozummst crenuduueckux mMpaiiMepoB TMoOKa3aHa Haj cxeMol. (O003HauYeHbI
KpymHbIC JAeNenud (MPephIBUCTHIC JIMHUM) M WHCEPIUs (YEpHBIA TPEYyroJbHUK)

(Shcherban et al. 2015b).

[Mpaiimepsr  Intrl/B/F u Intrl/B/R4 Obutd CKOHCTPYHPOBaHBI B KaudeCTBE
MOJIO)KUTEIILHOTO KOHTPOJIS JJISl TIOATBEPXKICHHUS OTCYTCTBHSI KPYITHBIX MYyTaIlUil
(menenwmit wim uHcepiwii) B uatpore 1 VRN-B1 nmokyca (Fu et al. 2005) (Tao6ax. 5).
C ucrnosp30BaHUEM 3THX IMpaiiMepoB Bce oOpasiisl 1. dicoccoides reHepupoBain
[MOP nponykt 1149 nH, CBUAETENBCTBYIOIMIMI O TMPUCYTCTBUM HCXOJHON
peueccuHoi popmbl VRN-B1 (pe3ynbraT He peCTaBIICH).

Takum 00pa3om, AUKHIA TeTparIouaHbIH Bua T. diCOCCOIdeS meMoHCTpUpOBaT
CTPYKTYPHBIH MOMMMOP(GU3M Kak B COCTaBE MPOMOTOPA, TaK M B panioHe 1-To

untpoHa jnokyca VRN-Al, torma kak sokyc VRN-B1l nposiBisin 3HaumTenbHbIN
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KOHCEpPBAaTU3M CTPYKTyphl. Jlis oOTBETa Ha BONPOC O TPOUCXOKICHUU
BbIsiBJIeHHOTO TTostuMopdusma VRN-AL (Bo3HHK 11 OH Ha TETPAIUIOWTHOM YPOBHE,
WM Yy JWIUIOWAHBIX JIOHOPOB A TE€HOMAa) MBI TMPOBEIN aHAIW3 JAUTUIOUIHBIX

BHIOB- IIPCAIIOJIAraCMbIX JOHOPOB.

| A
[ ; | : )
T .monococcum T.boeoticum T.urartu [ T.dicoccoides |
. 1 1 | |
© AN ™ M M B M~ M ©® v O M e N oW M O e M~ 0 O M~ o
- (=] N - @ @ [} [} (=] - - - - - - - - [l (— @ e @K - -] P ~
w O R~ M~ ® K& R~ R~ R MM~ M M MM~ MMM~ N® BN NS N R ™
Z E E E E £ £ E E E E E E €E € & & 0
bp M g F EEEEEEEEEEEEEEECQ22 02002 2 ©
2000 A

1000

1000

VRN-A1L
500- W

Puc. 49 TP ammmudukanus nocnepoBarenbHocTed 1-ro maTpoHa VRN-AL ¢
nomoripio mpaiimepoB Intrl/IntrlinsR (a), Indel(-)F/Indel(-)R (b), Intrl/C/F
IIntrl/AB/R (c), Ex1/C/F//Intrl/A/R3 (d) (Shcherban et al. 2015b).

3.4.3.2 /lunnouonste suowt Triticum- npeouecmeennuxu A- zenoma

IIpomomopHuuwiii pation

MpbI npoaHaMM3UPOBAIA pazHOOOpa3ue MPOMOTOPHBIX IMOCIEAOBATCIIBHOCTEH
VRN-1 B 160 oOpa3max AumionaHbIX BHIOB T. monococcum, T. boeoticum u T.
urartu,- mpeamnoaraeMbIX MpeamecTBeHHUKOB A- renoma (Ta0um. 3 npuoxeHus).
Kak u terpammongnbsie oOpasibl, mumwtonasl naBanu [P mpoxykTsl B paiioHe

~0.7 TnH c wucnoms3oBanueM mnpaiimepoB VIN1AF u IntlR (Puc. 45a). B
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pe3yabrare ruapoau3a Msp | atux npomykToB ObuM mosrydeHs! 3 marrepHa (Puc.
45b). IlepBwlii matTepH coaepxan (parmentbl mamuHoi~ 119, 162 u 200 mmH,
XapakTepHble [JIsi paHee wu3ydeHHoro peneccuBHoro amnens VRN-AL  T.
monococcum (AY188331). Dror maTTepH IEMOHCTPUPOBAIM BCE H3yUCHHBIC
obpasier T. monococcum (61) u 39 ooOpasmor T. boeoticum (Ta6m. 3 npu-
noxennst). Ocrapmmecs 20 obpasmos T. boeoticum mmenu marTepH peCTPUKITUM
0e3 cpennero ¢parmenta 162 nmH u ¢ uHTeHCUBHBIM (dparmenToM 200 mH. Bcee
oOpasubl T. urartu ornMyanuch OT ABYX JAPYTMX BHUJOB IO HAJUYHUIO JTBOMHOMN
monockl 120-130 mu (Puc. 45b). Jlna Oonee meTanbHOIrO aHalM3a ajIeIbHOTO
nosmMopdusMa, Mbl 0ToOpai Habop 00Pa3I0B, MPEACTABISIONINX 3 YKA3aHHBIX
naTTepHa U CeKBeHUpoBaiau coorBercTByronue [P mpomykter (Taoi. 10).

Cpeau 5-Tu  OTOOpaHHBIX O00pa3loB . MONOCOCCUM, YEThIpe UMEIH
npomoTopHbie VRN-A1l mocienoBatebHOCTH UJICHTUYHbIE paHEe H3YYECHHOMY
VRN-A1 amnemro (AY188331) (Taba. 10). Oopazenr TRI 28871 numen nenenmro 1
nH B coctaBe CArG- 6okca (Puc. 46). DToT ayutesb OblUT paHee UACHTH(PHUIIMPOBAH
B sipoBOM oOpasme T. monococcum u o6o3HaueH kak VRN-ALf (Yan et al. 2003).
Msbl o6o3Haumnu ero kak VRN-AL1fl, uro6er omimmumte ot amnens VRN-ALf,
OTKPBITOTO TIO3/IHEE M XapakTEePHOTO Uil TETPATUIOMAHBIX TMIIEHUI] TPYIIIIbI
Timopheevii (cm. 1. 3.4.3.3). CKpHUHUHT BCEX JUIUIOWTHBIX OOpPa3loOB C
nomotesio CAPS- mapkepa (Dubcovsky et al. 2006) mo3Bonui BEISBUTE (parMeHT
112 mH, xapakrepubii 1iis VRN-ALfL (Puc. 45C) nomonHUTEIBHO y TPpEX 00pa3iioB
T. monococcum (Tabn. 3 mnpuitoxkenus). Ilocimemyroiee CEKBEHUPOBAaHUE
noareepamiio nmpucyrcTue VRN-ALfL B naHHBIX 00pa3max.

N3 cemu oroOpaHHbIX 00Opa3roB T. boeoticum, Tpu MMeTH MPOMOTOPHBIC
MIOCJIEIOBATEIbHOCTH, MJIEHTHYHbIE perneccuBHomy amnento  VRN-Al T.
monococcum (Taoma. 10). ITocmenoBaTenbHOCTH OCTABIIUXCS 4-X 00pa3loB ObLIH
uaeHTHuHbel paHee onucanHomy VRN-Alh amnemo (GQ451745), xkortopblit
orauuaercs oT VRN-AL nmenemnmeii 20 mu BOmm3u CArG- o6okca (Puc. 46). Dra
JeNIelds TPUBOAUT K IMOTepe ojaHoro cairta y3HaBanus Msp | (Puc. 47), uto

oObsicHsIeT oTcyTcTBHE (GparmMeHTa 160 mMH W yBEIWYECHHYIO HWHTCHCHUBHOCTH
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¢parmenTa 200 mH, 3a cuer HaokeHus (parmenta 198 mu (Puc. 45b). Takum
obpazom, 20 oOpasioB T. boeoticum, AEeMOHCTPHPYIOIIMX ATOT HATTEPH, IO
BuguMoMy, sBisitorces Hocutesimu VRN-ALh, torma kak ocraBmmecs oOpasiibl

BEPOSATHO cozepxkat pereccuBHbii amienb VRN-AL (Tab:. 3 npunoxeHws).

1-ti unmpon

CpaBnenue u3ectHbIX VRN-AL nocnenoBaTensHOCTel M3 0a3 JaHHBIX 10 1-
My WHTPOHY OOHapyKwio aBe KpymHbeix mytammu (Puc. 48). Uuacepuus 0.5 TnH
(VRN-ALlins) Obuia BBIABIICHA paHee y JABYX SPOBBIX 00Opas3moB . mMOnococcum
BOMm3n 5 konna uHTpoHa 1 (Dubcovsky et al. 2006). [lemeuums 1.4 s,
JIOKaJIM30BaHHAs Ha PACCTOSHUW TPUMEPHO 4 THH OT cTapTa WHTPOHA ObLIa
HalimeHa Bo BcexXx m3BecTHBIX VRN-Al mociemoBaTenbHOCTSIX, BBIIEICHHBIX HX
MTOJIMTUTOWTHBIX BUOB IIIICHHUII, TTIO0 CPAaBHEHHIO C 1. monococcum.

Mb1 CKOHCTpyHpOBaJIU crenuduyeckre mnpaimMepsl, (rankupyromuye ooe
MyTaIliH, IJI1 TOTO, YTOOBI HcclieoBaTh Bapuanuio 1-ro uatpona VRN-AL y tpex
aurutonaabix BupoB (Taon. 10; Puc. 48). Ilpaiimepsr Indel(-)F u Indel(-)R
no3BosisitoT uaeHTUumporath VRN-AL amens T. monococcum, He WMErOLTUi
neneryu 1.4 tiH, o oxunaemomy I[P mpoxykty okono 1 tonH. Bee o6pasim T.
monococcum u T. boeoticum maBayii 3TOT HMPOAYKT, TOTAa KaK HU OJUH 00paserl
T. urartu we maBan ero (Puc. 49b). Ilpaiimepsr Intrl/C/F u Intrl/AB/R,
dbnankupyromue genenuto 1.4 ToH ObUIM  KCMOJAB30BaHBI B KayeCTBE
MIOJIOKUTEIIBHOTO KOHTPOJIS JJISI YCTAHOBJICHHS IPUCYTCTBUS TOU JCenuu y 1.
urartu (Taom. 10; Puc. 48). Kak u B cimyuae T. dicoccoides (cm. Bhimie), Bce
obOpasiel T. urartu gaBaiu mpoaAyKT OK. 1 TIH, OTCYTCTBYIOIIMM Y BceX 00pa3IioB
T. monococcum u T. boeoticum, yTo moATBepKIACT MPeaAbI Yy pe3yabTar (Puc.
49c). CrnenoBarenbho, aenenus 1.4 ToH B UHTpoHE 1 sBiseTCs crienupuIecKuM
mapkepoM it VRN-Alu amnens T. urartu u VRN-Alu’ annens moiuIionIHBIX

BUI0B, copepkanux A- renom (Tab:. 3 mpuaoxeHus).
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Taoéa. 10 Annensusie Bapuantel VRN-AL rena B oroOpanHom Habope 0Opa3LoB au-
IUTOUAHBIX BHIOB Triticum u Terparutonanaoro T. dicoccoides (Shcherban et al. 2015b).

Tun _ *
—— VRN-AL cTpykTypHBIe (hOPMBI
(O3uMmbIit GenBank Tomoxormmsre
Bujsl (renom) KaTanoxublii W)/ Wnrtpon 1 Annenn** AcN II-TH U3
HOMep ofpa3ua a . Hucep o GenBank
poBoii
©) IIpomoTtop nus Jeneuun
05 1.4 tow/7.2TI0H
TIHH
TRI 1510 S VRN-A1 + -I- Vrn-Alins KM586653 AY188331
T. monococcum TRI 17025 S VRN-A1 - -I- vrn-Alvrn2 -Il- -Il-
(AA) TRI117212 S VRN-A1 + -/- Vrn-Alins -Il- -Il-
TRI117973 S VRN-A1 - -I- vrn-A1VRN-2 -Il- -Il-
TRI 28871 S VRN-A1f1 + -/ Vrn-Alfl KM586656 DQ146421
Vrn-Alins
TRI117062 W VRN-A1 - -/- vrn-Al KM586653 AY188331
TRI117071 S VRN-A1lh - -/- VRN-A1lh KM586657 GQ451745
i TRI 17072 S VRN-A1 - -/- vrn-A1VRN-2 KM586653 AY188331
T. boeoticum
(AA) TRI 17098 S VRN-A1lh - -/- VRN-A1lh KM586657 GQ451745
TRI117103 W VRN-A1lh - -/- VRN-Alh -Il- -Il-
TRI117117 W VRN-A1 - -/- vrn-Al KM586653 AY188331
TRI117164 W VRN-A1lh - -/- VRN-Alh KM586657 GQ451745
TRI117174 W VRN-Alu - +/- vrn-Alu KM586659 GQ482970
TR117118 W VRN-Alu - +/- vrn-Alu -Il- -Il-
T. urartu (AA) TRI 17121 W VRN-ALu - +- vrn-Alu -Il- -Il-
TRI117138 W VRN-Alu - +/- vrn-Alu -Il- -Il-
TRI117141 W VRN-Alu - +/- vrn-Alu -Il- -Il-
IG 113301 w VRN-A Iy’ - +- vm-Alu’ KM586660 AY747598
1G 46273 W VRN-Alb - +/- VRN-Alb KM586654 AY616461
1G 46306 W VRN-Alb - +/- VRN-Alb -Il- -Il-
1G 115810 W VRN-Alb - +/- VRN-Alb -Il- -Il-
T. dicoccoides IG 46277 S VRN-ALd - +- Vrn-Ald KM586655 AY616462
(BBAA)
1G 46288 S VRN-Ald - +/- Vrn-Ald -Il- -Il-
IG 139189 S VRN-A1u’ - 2+ Vrn-AlL KM586658 AY747598
1G 46297 S VRN-A7u’ - 2+ Vrn-AlL -Il- -Il-
k-5198 S VRN-Alu’ - 2+ Vrn-AlL -1l- -Il-

*- Bo Bcex ciy4asx MpOMOTOPHBIN pailoH ObUT CEKBEHHPOBAaH; MHCEPIIUH U JIeJIeUH B UHTpoHE 1
omnpenensuuch ¢ nomonisto [P (cm. Tabm. 5).

**-vrn-Al, vrn-Alu, vrn-Alu - perieccuBHBI€ aieny (MCXOJHbIE CTPYKTYpHBIE (popmbl); VIn-Al-
nomuHaHTHbIe aiiend; VRN-AL- ctpykTypHO MoauduuupoBanHble (OpMBbI C HEYCTAaHOBICHHBIM
BJIMSTHAEM Ha THI pa3BUTHS; [[prMepbl HECOOTBETCTBUS MEKAY O3UMBIM THIIOM M MYTaHTHBIMHU
VRN-AL annensiMu BbIZIeNIEHBI CEPBIM IIBETOM.

-ITomuepkuyThl ABa 00pasma, VIN-1VRN-2 reHOTUIIBI KOTOPBIX TPOTUBOPEYAT UX IPOBOMY THUITY
pa3BUTHSL.
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[Tate oTOOpaHHBIX 00pa3oB T. Urartl UMET OAHY U Ty K€ MPOMOTOPHYIO
nocinenoBarenbHocTh  VRN-AL (Taom. 10), wumeromyro 98% romomorun K
cootBeTcTBYIOmIe  mociegoBatenbHoctd  VRN-A1  T. monococcum. U3
HECKOJIbKMX HaMIEHHBIX HYKICOTHIHBIX 3ameH, ogaHa (G—C, mosunus -48 ot
ATG koaoHa) MpHUBeNa K IMOSBACHHIO HOBOro caiita y3HaBanust Msp | (Puc. 46,
47). Oto o0bscHseT mosBicHue pparmenta 130 mH, HapsIy ¢ moTepel parmMeHTa
160 mu (Puc. 45b). OcHOBBIBasiCh Ha MPOBEACHHOM PECTPUKIIMOHHOM aHAJIHM3e
BCEX TpeX AUIUIOMIHBIX BUAOB, YKa3aHHAsI HYKJICOTHIHAS 3aMCHA SBJISICTCS BUIO-
cnenupuyuHoil o T. urartu, mo3ToMy Mbl 0003HA4YMIIM COOTBETCTBYIOIIMM AJIJIENb
kak VRN-ALlu (Ta6s. 3 npuitosxeHus).

C ucnonb3oBanuem mpaiivepos Intrl/IntrlinsR, 19 o6pasmos T. monococcum
nokaspiBasii [1IP mpoxykt~ 2 ThmH, 4TO CBUIETEILCTBYET O HAIMYUU y ITUX
obpasmop amrenas VRN-ALins (o6pasmer TRI 1510, 17212 na Puc. 49a; Tabn. 3
npuioxxenns). OctaBmmecs 42 o6pasma T. monococcum cojaepkaind (GparMeHT
ok. 1.5 TrH, ykaspiBarommii Ha orcyrcTBue nHcepimu VRN-ALINS. AHajgoruaHbiM
obopasom, VRN-ALlins ne Obu1 oOHapyxen y T. urartu m T. boeoticum, 3a
UCKJIIOUeHHEeM ojaHoro ooOpasma T. boeoticum, xoTopblii, BeposATHO, ObLI

HETpaBWIIbHO OTHECEH K 3ToMy Buay (Tabm. 3 nmpuiosxeHus).

3.4.3.3 Tempannouonvie nuenuywt 2pynnst Timopheevii

['pynma Timopheevi Bkirowaer 2 OIM3KOPOJICTBEHHBIX BHJIA TETPATUIOHTHBIX
mmenuil: T. araraticum Jakubz. u T. timopheevii (Zhuk) Zhuk, umeronmux GGAA
reHoM. [lepBbIii Bua SBISETCS JUKOPACTYIIMM M BO3HHK B PeE3yJbTare
ruOpuau3anu Mexry Bugamu 1. urartu (AA, 2n = 14) u Ae. speltoides (SS, 2n =
14), npenmonaraemeiMu goHOpamMu A- u G- reHomoB, cootBeTcTBeHHO (DVvorak
and Zhang 1990; Huang et al. 2002; Kilian et al. 2007). T. timopheevii sBisercs
KYJAbTYPHBIM BHOM, MPOHU3OMLICIIIAM OT MEPBOTO B OrPAHUYCHHOM paliOHE
sanmaanoit ['pysun (Mitrofanova et al. 2016). XapaktepHoit 0COOEHHOCTBIO ITHX
IBYX BHUJIOB SIBIISIETCS TO, 4TO 1. araraticCum mpeicTaBisieT MPEeUMYIIeCTBEHHO

O3UMBIN B, Toraa kak T. timopheevii- spoBoii (Magness et al. 1971; Goncharov
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2002). Dot ¢akT nenaer JaHHbIC BUIBl YHUKAILHOW MPHUPOTHOW MOJEIBIO IS
W3yYCHUS MEXaHW3MOB BO3HHUKHOBEHHS SPOBBIX (OPM y aJJIOMOJIUATIIIONIOB

NI CHUIBI.

IIpomomopHnwii pation

Jis ananuza npomortopHoro paiioHa VRN-Al jokyca y TeTparionaHbIX
nmrenui; T. araraticum u T. timopheevii Oblia HCITONIB30BaHA Ta K€ KOMOHHALIHS
npaiimMepoB, urto U B ciydae 1. dicoccoides (Tabxa. 5). Bece u3yueHHbIe 00pasibl
o6oux BumoB maBanm I1[P- mpomykt pazmepom 0.65 i (Puc. 50a). Hamu Obimu
CEKBCHHUPOBAHBI 3T TPOAYKTHI W3 BBIOOPKH 00pasloB, MPEACTABIISIOMINX

ykaszanHble BUabI (Taour. 11).

GGAA
T. araraticum T. timopheevii Puc. 50 ITLP-
" : aMIUTHpUKaIUs
L - . -~ o
s ¢ & 2 8 3 8 8 3 ¢ 2 ¢ mpaiimepamu:
M ¥ 2 35 2 3 5 g < § 8§ = &8 VrnAlF /IntlR
kb - [ A % = e % % & 2

S (@), P2/P5 (b),
7- [ — o e GED m— Intrl/C/F // Intrl
IAB/R (c), Ex1/
C/F/l Intr1/B/R4
(d) (Shcherban
et al. 2016Db).

=
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[TocnenoBaTenbHOCTH BCEX M3YYEHHBIX 00pa3oB MposiBisui 99% romosoruu
IpYT K APYTY U paHee U3y4YE€HHbIM TPOMOTOPHBIM MOCIEA0BATEIBHOCTSIM AJIJIEIIsI
VRN-ALf u3 T. timopheevii u T. araraticum (GQ451751-451753 and GQ451762-
451765, cooTBeTCTBEHHO). JlaHHbIH aiiens uMeeT aenennto 50 mH B mo3unuu -63

miH ot ctaproBoro ATG kozgona (Puc. 51).
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Tab6a. 11 Amnensubie BapuanTel VRN-AL 1 VRN-G1 reHoB B BeIOOpKEe 00pasiioB
TETPAIUIONIHBIX MieHuIl Tpymmsl Timopheevii (Shcherban et al. 2016D).

Karanoxublii VRN-AL** VRN-G1*
Bun HOMep o0pa3ua VRN-A1 VRN-G1
(renom) (cTpana Tun Wntpon 1 ajiesu aJ1en GenBank
* IIpomoTop Ac.Ne
MPOHCXO0K- pa3sBUTHA Mpomorop | Hncepuus Nesemms Hurtpon 1
JeHus) p pu Hucepuus (vrn-G1)
0.4 T 2.7 TnH
0.2 TnH
P1 427403 W VRNALS o1 VRN-G1:
- - + _ALf- - + vrn-
(Vpax) VRN-ALf-del KX344116
VRN-A1f:
P1 654340 )
w VRN-ALf - - VRN-ALf + + vrn-Gla | KX344106;
(Turkey) VRN-Gla:
KX344117
KU-1984B VRN-ALf:
W VRN-A1f - - VRN-AL1f + + VRN-Gla
(Turkey) KX344101
KU-8944
T W VRN-A1f - + VRN-A1f-del - + vrn-G1
' (Mpan)
araraticum KU-8926
(GGAA) W VRN-A1f - + VRN-A1f-del - + vrn-G1
(Turkey)
KU-1964 " VRN-ALF VRN-GL VRN-ALf:
. - - _ + + -Gla
(Turkey) VRN-ALf KX344102
TRI 17417
W VRN-A1f - + VRN-A1f-del - + vrn-G1
(Azer.)
TA 1008 W VRN-ALF VRN-GL VRN-ALf:
- - - _ + + -Gla
(Turkey) VRN-ALf KX344103
K-29551 Vrn-Alf-
) S VRN-A1f + + ] - + vrn-G1
(Georgia) del/ins
K-29558 Vrn-Alf-
T ) S VRN-A1f + + i - + vrn-G1
timopheevii (Georgia) delfins
VRN-ALf:
(GGAA) P1119442 Vrn-Alf- ,
S VRN-ALf + + _ + + VRN-Gla | KX344107;
(Turkey) del/ins VRN-Gla:
KX344118
_ VRN-ALF:
ICG (unknown) S VRN-A1f + - Vrn-Alf-ins - + vrn-G1
KX344108

*\W- 03UMBIii THIT; S-SIpOBOM THIT
**-Bo Bcex ciyyasix IPOMOTOPHBIN paiioH ObLIT CEKBEHUPOBAH; HHCEPIIUH U JIETIEUH B IEPBOM HHTPOHE ompenessui ¢ nomouibto [P u yactuuHoro
CeKBEHUPOBaHUsL. Autenn 00603Ha4eHb! kak B Ta6u. 10.

Jnst anamuza npomoTopHoro paiioHa sokyca VRN-G1 wucnonbs3zoBanachk
komOuHanus P2/P5 (Puc. 50b). 41 obOpasen T. araraticum u 3 obGpasma T.
timopheevii maBanmu TTLP-npoaykT oxumaeMoi UIMHBI, Torga kak 4 ooOpasma T.
araraticum u 1 obpaszert T. timopheevii reHepupoBaii IPOAYKT OOJBILIECH JITUHBI~
1.1 toa. CexBeHHpOBaHUE O0OMX MPOAYKTOB U3 OTIEIBHBIX OOPA3IOB MOKA3aJI0
MX BBICOKYIO TomoJioruo k uzBectHbiM aymienssm VRN-G1 u VRN-Gla (KR055682
u GQ451755, coorBercTBeHHO). [locnmenuuii amienb COIEPKUT BCTaBKY

MUHHATIOPHOTO TPAHCIIO30HA ¢ WHBEpTUpOBaHHBIME moBTOopamu (MITE) mmmHoii
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215 nH Ha pacctostHuu 99 mH oT ctapToBoro kogoHa (Puc. 51). Takum oGpaszom,
awtenb VRN-G1, Omm3kuii K perneccuBHOM ¢opMme TeHa, XapakTepeH It
OOJBITMHCTBA 00pa3loB 000MX TETPAIUIOMIHBIX BUIOB, B TO BPEMs KakK aJljielb

VRN-Gla npucyTcTBYyeT y MEHBIIIETO KOJUYECTBa 00Pa3IOB 3TUX BUIOB.

KPHTMIECKM A Hurpon 1

paioH 17TNH

|
|
VRN-A1 !
I

: ; i

V'"‘;‘ '"2“ : It 1 /C/F Inte1/AB/R
VRN-A1f . xS

i

! 1

Int 1;:\,!: 2 : "24
Intrl Intrlinsk :
VRN-A1f- :
del/ins 424 ;
' | Aeneywna 2.7 TNH

: ................. l
Ex1/C/F In!rl[H/mI
> < !
P2 PS |
> o i
VRN-G1a I |
|

“ ]

Puc. 51 Yactuunas cxema paznuunbix amuieneid VRN-1 terpamnongHbix BUIOB
rpymmbl Timopheevii, Bkitovaromas mpoMoTop, 95k30H 1 u unTpoH 1. Jleneuuu u
uncepuuun  MITE  ykazanel  OenbiMM W YEpHBIMH  TPEYroJIbHUKaMH,
COOTBETCTBEHHO, ¢ yKa3zaHueM JuMHBI B TH (Shcherban et al. 2016b).

1-1i unmpon

[Tapa mnpaiimepoB  Intrl/C/F u Intrl/AB/R wucnons3oBanace sl MOJI-
TBepkaAeHUs peueccuBHo Qopmbl uHTpoHa | VRN-Al. 42 o6pasma T.
araraticum u 1 o6Opasenr  T. timopheevii renepupoBaym IIIIP- mpomykr
oxxugaemor jmuHBl puMmepHo 1 TiH (Puc. 50C). OcranbHble 00pa3mbl 000HX

BUJIOB HE JaBalidi HUKAKUX NPOJYKTOB C ITOM KomOWHalueu mpadimepos. s
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UAeHTU(UKAITIN BO3MOKHBIX M3MEHEHHI 1-TO MHTpOHA B 3TUX OOpaslax HaMu
OBLIM CKOHCTPYHPOBAHBI MpaiiMephl K pa3TuIHbIM ydacTkaMm HHTpoHa (Puc. 51) u
nposeaena [11IP ¢ oTnenpHBIME KOMOMHAIIHSIMH.

LlenTpanpHas yacTh UHTPOHA 1, orpannycHHas mpaimepamu Intrl/A/F2 u Intrd
(Puc. 51) B ciy4ae periecCCHBHOTO aJljielis He MOKET ObITh aMIUTH(UIIMpOBaHA W3-
3a ee KpymHoro pasmepa~ 5 tmH. OjpHako, s 4-x obopasmnos T. araraticum u 3-x
oOpasioB T. timopheevii Obul MoNy4eH MNPOAYKT MIMHOW 2.5 THH ¢ 3TUMH
npaiiMepamMu (pe3ysibTaT HE MPEJACTaBiICH). JTO yKa3blBaeT Ha MPUCYTCTBUEC B
LEHTPAJIbHOW  4YacTU  MHTpPOHA  OOJBIIOW  Jejenuu, IpeaoTBpallarouen
ammudukanuio ¢ mapou  Intrl/C/F /[ Intrl/AB/R  (Puc. 51). KomnreBoe
CEKBECHUPOBAHHME IMPOAYKTA ITO3BOJWIO YCTAaHOBHTH TPAHMIIBI JCICIHH W €€
pasMmep- 2.7 THH, B CpaBHEHUHU C U3BECTHBHIM perneccuBHbIM amieneM VRN-AL.
CnepnoBatenbHO, yka3zaHHas aeneuus B uHTpoHe 1 VRN-Al xapakrepna mns 3-x
u3ydeHHbIX 00pa3noB 7. timopheevii u 4-x u3 46 obpasnos T. araraticum (Taom.
12).

C wucnons3oBanuem komOuHammu Intrl// IntrlinsR, Bce oOpasusr T.
timopheevii rerepupoBasin 6oJiee ATUHHBIN TPOIYKT MO CPAaBHEHHIO C 00pa3aMu
T. araraticum (pesynbTar He TpescTaBicH). CeKBEHHMPOBAHHUE STOrO MPOIYKTA
nokazano Haymuue uHcepuun MITE pmuaoit 424 mH Ha paccrostHuM 435 mH OT
koH1ia 5k30Ha 1 (Puc. 51). Ananorununas uHcepuus xapakrepHa jis amiens VRN-
Alf-like 7. militinae (lvanicova et al. 2016). CnemoBaTelibHO, B OTJIMYHE OT
nenenuu 2./ tiH, uacepuuss MITE 0.4 tniH aBnsieTcs criendyUYHBIM MapKepoM
s amteas VRN-AL T. timopheevii.

Mpbr o6o3naummu amwtenu VRN-ALf ¢ pasaudHbIMEH MyTanusiMH B TICPBOM
untpone kak VRN-Alf-del, VRN-A1f-ins u VRN-Alf-del/ins (memerus 2.7 TmH,
uncepiys 0.4 TiH 1 00€ MyTalluu OJHOBPEMEHHO, COOTBeTCTBEeHHO) (Tao. 12).

[Tapa mpaiimepoB EX1/C/F wu Intrl/B/R4 Obula wucnosnbp3oBaHa Jyis
noaATBepkaeHus peneccuBHo (popmbel mHTpoHa 1 VRN-G1, HEe coxmepxkarieit

KpYyMHbIX uHCcepuuid win neienwii (Puc. 51). Bee obpasmer T. araraticum u T.
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timopheevii naBanu npomykr 1530 mH, XapakTepHBIH JUIT MHTAaKTHOTO WHTPOHA
(Puc. 50d).

Takum 0o0pa3oM, TeTparuioWIHBIC MIICHUIBI 1. araraticum w T. timopheevii
IPOSIBIISIIOT HauOosbimuii monumopdusm B cocrtaBe 1-ro muTpoHa VRN-AL,
Bkitouas uacepuuio MITE 0.4 toH, cienuduunyro aas T. timopheevii. B otinune
ot VRN-A1L, nokyc VRN-G1 noka3zan oTcyTcTBUE BapHalu B 1-M UHTPOHE, XOTS B
npoMoTope Bapuaius Obuta oOHapyxkeHa (ammiens VRN-Gla) y HekoTOphIxX

00pa3IoB 000UX BUJIOB.

3.4.3.4 Ae. speltoides

J{ns u3ydeHusi CTPYKTYPHBIX M3MEHEHUW, COMPOBOXKAAOIIMNX 3BOIIOLMOHHBIN
Hepexo OT JAMILIOWAHOTO mpeaiecTBeHHuka B u G- remomos- Ae. speltoides x
MEPBBIM AJUTOTETPATUIOUIHBIM BHIAM, COACPKAIUM 3TH TEHOMBI, MbI BIICPBBIE
uccaen0Balv auienbHblil noaumMopdusMm gokyca VRN-1 y nannoro Buna.

[Ipaiimepst P2 u PS5, ucnonb3oBaHHBIC M8 aMIUTM(PUKAIUA TPOMOTOPHOTO
paiiona VRN-1 y terpamnongnsix Bu10B, He naBanu [1LP- npoaykra B cioyyae Ae.
speltoides. TectupoBanue pa3HbBIX KOMOWHAIMKA MPaMEPOB  MO3BOJIUIIO
noa06path komOuHanutoo P8/P10 (Tabn. 5), parornyro npoaykt ~ 0.9 TnH y Bcex
uccleoBaHHBIX 00pas3rioB Ae. speltoides (Ta6n. 3 mpunoxenwus). Yka3aHHBIN
IPOAYKT OBLT CEKBEHUPOBAH Yy CEMM CIy4ailHO OTOOpaHHBIX 00pasioB. Bce
MOCTICIOBATEILHOCTH OKA3aJIMCh BBICOKO-TOMOJIOTUYHBIME ApYyT npyry (> 98%
romoJioruu). Haubonpinas Bapuaius (3aMeIlleHUs] HYKJICOTHUIOB, Jelenuu a0 4
mH) OblJJa OTMEUEHA BBINIE KOHCEPBATMBHOIO paloHA, COJEPXKAIIETO Mpe.-
nmojiaraéMble  CalThl PETYJISIUM TPAHCKPHUIILIMKM, KOTOPBIA oOcTaBajics 0e3
CYIIIECTBCHHBIX W3MEHEHHM, B TOM 4HCIIe, [0 CPaBHEHUIO C aHAJIOTHYHBIMU
palioHamMu TOJIMIUIONIHBIX BUIOB (Puc. 46). Ilo cpaBHeHHIO ¢ MOCIETHUMH,
nocnenoBarenbHOCTH Ae. speltoides comepikann HECKOJIBKO AeeIuit/uHCepIni,
PaCIOJIOKEHHBIX BBIIIIE KOHCEPBATUBHOTO paiioHa, B TOM YHCIIE, CAMYIO0 KPYITHYIO

neneuuto- 21 nH. Crneayer OTMETUTh, YTO MO CTPYKTYpe MPOMOTOPHOTO paloHa
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VRN-1 Ae. speltoides mpumepro ogrHakoBo yaaieH ot auauu 1. dicoccoides u ot
auHEK Timopheevii (ypoBerb romosioruu 92-93% B 000uX CiIyvasx).

Bce uzyuennsie oopasusr Ae. speltoides ne maBanm [ML[P- mpomykTa 1.5 TrH ¢
nparimepamu  EX1/C/F u Intrl/B/R4, wucnoib30BaHHBIMH [UISI MapKHPOBAHHS
paiiona 1-ro unTpoHa y TeTparmionaasix BuaoB (Tab:a. 5). Bmecro Intrl/B/R4 mbr
anpooupoBaym npaiimep INtrl/D/R4, umeronuii TOT ke callT OTXKUTA, HO C ABYMSI
HYKJICOTHIHBIMH 3aMeHaMu, creruduunbiMu 11t D- renoma Ae. tauschii (Fu et
al. 2005). B pesynbraTe OBUT MOJYYSH OXKHJIAEMBIH MPOAYKT y BCEX HM3YYCHHBIX
obpasio Ae. speltoides.

Takum 00pa3oM, MOTydEHHBIC Pe3yJIbTaThl MOKA3aId, YTO MPH (HOPMUPOBAHUH
MIEPBBIX TETPAIUIOMIHBIX BUAOB CTPYKTYpa PEryISTOPHBIX Y4aCTKOB MPOMOTOPA U
1-ro untpona jokyca VRN-1 B cocraBe B/G- reHoma, yHacienoBaHHOTo oT Ae.
speltoides, He mpeTepriena 3HAYNTEIBHBIX H3MEHCHHH, 3a UCKIIOYCHHEM paloHa,

nexamero Baime 0.5 TIH OT CTapTOBOrO KOJOHA.

3.4.3.5. Ouenka ceazu nonumopgpuzma VRN-1 ¢ munom pazeumus y

mempanjiouOHbIX 00PA3U06 RULEHUHBL U UX OUNIOUOHBIX NPEOKOE

UtoObl onenuth BiausHue amneneit VRN-1 Ha 9yBCTBUTENBHOCTH K
SAPOBU3AIMHN Y JUIUIONIHBIX U TETPAIUIOUIAHBIX MIIEHUI], Mbl HCCIEIOBAIN THUII
pazBuTus (cM. Marepuansl U Metoael) y 38 o00pa3uoB, colepkallux Kak
pEelEeCcCUBHbIE, TaK U CTPYyKTypHO-MoauduuupoBanHsie Gopmbl VRN-1 reHos,
(Ta6m. 10, 11).

VY Bcex u3ydeHHBIX 00pasnos T. araraticum amnenu VRN-ALf, VRN-Alf-del u
VRN-G1la Op1u cBSI3aHBI C 0O3UMBIM 00pa30M JKM3HU, YTO YKa3bIBAET HA TO, YTO
M3MEHEHHSI B COCTaBE ATUX ajulesnedl (mpomoropa W 1-ro MHTpPOHA) HUKAK HE
BIIMSIOT Ha YYBCTBUTEIBHOCTh K sipoBu3aiuu. Bce 4 obOpasma T. timopheevii ¢
amensmu VRN-ALf-del/ins (uuceprst + aenerust B uatpone 1) m VRN-ALf-ins

(ronmbko wmHCcepiuss B uHHTpoHe 1) mpeacraBmsin sipoBoii Tun (Taba. 11).
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CnepnoBarenbHo, nHcepuust tpancnozoHa MITE B cocraBe VRN-AL nokyca, mo
BUIMMOMY, HHIYLIHpOBasia oOpa3oBaHue spoBbix Gpopm T. timopheevii.

Yro kacaercs TerparuiongHoro Buma T. dicoccoides, amiens VRN-Alb Opur
CBSI3aH C 03UMOM (hOpMOH y BCeX Tpex oOpasIiloB, HECYIIHUX ATOT ajulelb, TOTJa
kak VRN-Ald u VRN-ALL cTporo accouuupoBaiucCh ¢ SPOBBIM THUIIOM Pa3BUTHS
(Taom. 10). O6paszer;r IG 113301 c¢ pemeccuBHbIM VRN-Al TeHOM, Kak
OKUJIAJIOCH, TIPEICTABIISIT O3UMBIH THIL.

CrnenyeT OTMETUTB, UTO B IBYX oOpasiax I. monococcum u ogHoMm oopasie T.
boeoticum peneccuBnas popma VRN-AL (VRN-AL npomoTtop, HET HHCEPIMH B 1-M
MHTPOHE) ObUIa CBS3aHA C SIPOBBIM THUIIOM pPa3BUTHs, MOJpa3ymMeBas ydacThe
JIpYrUX TE€HOB B OIPEAEIICHUH 3TOro npu3Haka. Yersipe oOpasma T. monococcum,
comepkammx VRN-ALfl amnens B coderanmu ¢ VRN-ALINS OTHOCHIHMCH K
spoBoMy tuny. M3 4-x oOpasmor T. boeoticum, mecymux amtens VRN-Alh, nBa
MMEJU SPOBOM THII, TOT/a Kak JBa JIpyrux ObuUiM o3uMbIiMH. Bce 5 oOpasuos T.
urartu ¢ omuHakoBbiM VRN-ALuU ameneM nposiBiistian o3umbiii Tum (Taos. 10).

Bce 7 wucciaemoBanHbIx 00pasioB Ae. speltoidesS OTHOCHIUCH K O3MMBIM

dbopmam (Tabm. 3 mpuIoKeHHS).

3akiuenue K riase 3.4.

B nacTtosimieit pabote Obljia IOCTaBIeHA 3a/1a4a: ¢ UCIOJIb30BaHUEM OOJIBIION
KOJUIGKIIMM OOpa3lloB BHUIOB MPOBECTH aHAIM3 CTPYKTYPHOIO MOJIUMOpPQHU3IMa
sgokycoB VRN-1 y ajtonoiumuion10B MIICHUIb U UX JUIJIOWIHBIX MPEIKOB Kak
MOJICNIU CTPYKTYPHO-(QYHKIIMOHATBLHON JUBEPTCHIIMH TOMEOJIOTUYHBIX TCHOB B
nporiecce atonoyuIuionu3anuu. [IpoBeeHHass paHee pa3IUYHBLIMU aBTOPAMU
orneHka aiensHoro moguMopdusmMa VRN-1 B pasnmuyHbIX copTax MSTKOM
MIICHUIIBI, a TaKXe o0pas3lax e¢ JW- M MOJHIUIOWIHBIX IPEAIMICCTBEHHUKOB
MO3BOJIECT MPEANOJIONKUTh, UTO MyTallUK B 2-X HEKOJAUPYIOIINX palloHaX TaHHOTO
reHa- MPOMOTOPE U TIEPBOM MHTPOHE MOTYT OBITh CBSI3aHBI C PA3IMYHON peaKInueit
Ha SPOBU3AIMIO (O3WMBIA W SIPOBOM THUIIBI) U OMPEACISATh PA3IUYMS IO CPOKY

KOJIOIIEHUs] B 3aBUCHUMOCTM OT BHEMIHUX (akTopoB. OmgHaKo, 4ToObl Oojee
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[EJICHANIPABICHHO MPOBOJUTH CTOJb MAcIITa0HOE HCCIeI0BaHUE, HEOOXOAMMO
TOYHO UJECHTU(UIMPOBATH T€ PaiOHBI T€HA, KOTOPhIE O0YCIIaBIMBAIOT Pa3IUYMS
o u3y4aemMomy Ipu3Haky. C 3TOW LIeJbI0 Mbl BHAYaJI€ NMPOBEIN aHAIHU3 MOJHON
nepBuuHOr cTpykTyphl amteneid VRN-B1 rena y nByx modTH- U30T€HHBIX JIMHUIN
MSITKOM TIICHMIIbI, UMEIOUX JTOCTOBEPHOE PAa3JIMYUE IO CPOKY KOJIOIICHHUS.
AHanmu3 ToKaszal, 4To Ha (POHE MOYTH HIASHTUYHBIX IIOCIIEIOBATEILHOCTEH
KOJUPYIOIIET0 U TPOMOTOPHOTO PAalOHOB I'€éHa HMMENIHUCH CYIIECTBEHHbIEC OTIIMYHS
y 3THX JIMHUH 1O CTPYKType 1-ro MHTpOHA, a UMEHHO, ACNICUs U AYTUTUKAIUSI B
coctaBe 5'- (puaHKupyroleld ero 4acTd y OJHOW M3 JIMHUN, UMeErolier Oomee
kopoTkuil cpok kojomeHus (amwens VRN-Ble ot copra «CapatoBckas 29»).
AHanu3 sKcrpeccuu Tpex ToMuHaHTHBIX amenedt VRN-1, uMeronux myranuu B
pa3HbIX peryisaTopHbix paiionax (Vrn-Al- unceprust B mpomortope; Vrn-Blc u
Vrn-Bla- nenemuum B 1-M HMHTpPOHE) B COCTABE COOTBETCTBYIOIIMX IOYTH-
M30TCHHBIX JIMHUK TI0Ka3aJl OTPUIATEIBLHYI0 KOPPEIAIUI0 MEXKIy YpPOBHEM
TPAHCKPUIIUHU JAaHHBIX ajuiefiell U CPOKOM KOJIOIICHUS JTUHUM TaK, YTO HEpaApXUs
ypoBHel TpaHckpumnuuu Vrn-Al>Vrn-Blc>Vrn-Bla cootBercTByeT cpokam
iBz1Vrn-Al<iBz1Vrn-Blc< iBz1Vrn-Bla. Kpome Toro, ObLI0 MOKa3aHO, YTO
TpaHcKpumisa goMuHaHTHoro amiens VRN-1 B coctaBe MSATKOH IIIEHUIIBI
WHIYIUPYET TPAHCKPHUIIIMIO ABYX JPYTHX TOMEOJOTHYHBIX PEIECCUBHBIX
aytenedt (KOOpAWHUPOBAHHAS TPAHCKPUIIIIUS ToMeosoroB). Takum oOpazom,
ananu3 skcnpeccun amwieneir VRN-1 ¢ paznuuHbIMu MyTalusMu B TIPOMOTOpE U
NIEPBOM WHTPOHE TIOKa3aJl MPSMYIO CBS3b MEKIY dTUMHU MyTaIlUsSIMH U Bapyaluen
CpOKa KOJIONIEHWS Y COOTBETCTBYIONIMX TIOYTH- W30TCHHBIX JUHUK. B
JanbHENIIeM, 3T PeryisTOpHble palloHbl ObUIM BHIOpAaHBI B KaueCTBE MUIICHEH
npu aHanuse CTpykrypHoil nuBepreHiuu VRN-1 y MsIrkodl mMileHUIbl U €e
MIPEIICCTBEHHUKOB.

Ha wMarepuasie OoybIiOW  KOJJIGKIIMM  COPTOB  MSTKOW  MIIICHUIIHI,
MPEACTABISIIONINX Pa3jIMYHbIE JKOJIOrO- Teorpaduueckue panioHsl EBporsl,
Poccun ¢ mnpuieraronuMu  TEPPUTOPUSIMU  TIPOBEJIEHA OIIEHKAa acColMaluu

noiuMop(du3mMa OCHOBHBIX perynaropHbix paiioHoB VRN-1 c¢ peakuueit Ha
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SPOBU3AIMIO W CPOKOM KOJIOIIEHUs. BbUTo Moka3aHO, 4TO pacIIMpeHue apeana
NPOU3PACTaHUS MSTKOW TIIEHHUIBI JO 30H YMEPEHHOTO KJIMMaTa CBS3aHO C
MOBBIIIEHUEM YaCTOThI IMTEHHO- JOMUHAHTHBIX reHoTuroB mo renam VRN-Al u
VRN-B1 B KOMOMHAIlMM C OCHOBHBIM aJlleJlieM YYyBCTBUTEIBHOCTH K
¢doronepruony Ppd-D1b, Ttorma kak mms FOKHBIX CyOTPOIHYECKHX 30H OoJjee
XapaKTEepHbI, HAPSAY C O3UMBIMU (pOpMaMH, MOHOTE€HHO JoMUHaHTHbIE O VRN-
B1 (VRN-D1) renorunsl, obecrneunBaronie 0ojiee MIATEIbHBINA BereTallMOHHbIH
TIEPHO/I.

Ananu3 ctpykTypHoil nuBepreHuun VRN-1 y nepBbIX TETparmionaHbIX BUIOB
MIICHUIIBI W TPEINojaracMpIX TUILIOMIHBIX J0HOPoB A- u B(G)- renomon
MMOKAa3aJI, 4TO Yy MEPBBIX TETPAILIONJIOB BO3HUKHOBEHHE SPOBBIX (DOPM CBS3AHO C
MOSIBJICHUEM HOBBIX JOMHHAHTHBIX amenedt VRN-1, He cBs3aHHBIX 1O
MIPOUCXOXKICHUIO ¢ JOMUHAHTHBIMU aJUICIISIMHA JUTUIOWMTHBIX TPEIIIECTBEHHUKOB,
npuueM Habop atenei y BetBu 1. dicoccoides, maBmieli Hayaio KyJIBTYPHBIM
noaumionaam T. durum u T. aestivum, oTaudaeTcst OT TAKOBOTO Y TETPAILIONI0B
Timopheevii, 4to yka3piBaeT Ha HE3aBHCHMOE MPOMCXOXICHUE SIPOBBIX (OPM B
COCTaBE ATUX BETBEH aJUIOMOJIUIJIONIOB IMINEHUIBI. Y SPOBOW MINEHUIBI T.
timopheevii BO3HMKHOBEHHWE MAHHOTO NPHU3HAKA CBS3aHO, CYAs 1O BCEMY, C
MHCepIUerd MuHUaTIOpHOTO TpaHcno3oHa B 1-m mHtpone VRN-ALl nokyca, y T.
dicoccoides sipoBbie (hOpMBbI aCCOIMMPOBAHBI C JCICHUAMHU B IPOMOTOpE (aJlIean
Vrn-Alb u Vrn-Ald) u kpymnHO# aenerueli B nepBoM uHTpoHE (amiens Vin-AlL).
Crnenyer OTMETHTb, YTO B TOM U JIPYTOM CIIydae MYyTaIlMH 3aTparuBajiy, TIaBHBIM
obpazom, sokyc VRN-Al, torma kak apyroit romeonor- VRN-Bl (Gl) y
OOJIBIIIMHCTBA APOBBIX (hopM ocTaBayics Oe3 m3meHenmid (T. dicoccoides), mudo
MyTaIlMi B HEM HE MPUBOAWIHM K sipoBomy (enotumy (Timopheevii; amrens VRN-
Gla). B xone mambHEiIIeH dBOIIONUH AJIOMOIHUILIONI0B, IPOUCXOMSIINX OT T.
dicoccoides, B  pe3yiabTare  HMCKYCCTBEHHOIO  OTOOpa,  MPOM3OILIO
pactpocTpaHEHUE TOMUHAHTHBIX aJUIeeil Mo JPYTrUM TOMEOJIOTHYHBIM JIOKycam
(VRN-B1, VRN-D1) u ux xomOunanwmii ¢ amutensmu VRN-AL, onTuManbHBIX ISt

TCX HUJIN MHBIX KINMAaTH4YCCKUX YCHOBHﬁ.
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I''TABA 4. OBCY/KJIEHHUE

4.1. Poap MOOMJIBHBIX 3JieMeHTOB Kkjaacca LTR- perporpancmo3onos B
IBOJTIOIHY NOJUILUIONTHBIX T€eHOMOB 3JIaKOB

LTR perpoTpaHCHO30HBI SABISIOTCS HaubOojee paclpoCTpaHEHHBIM M
rereporenHbiM kiaccom [T JIHK y Beicmux pacrenmii (Flavell et al., 1992;
Bennetzen, 1996; Kumar and Bennetzen, 1999; Vicient et al., 2001; Vitte and
Panaud, 2005; Sabot and Schulman, 2006). Oxnoi#t u3 nenel naHHOW pPabOTHI
ABJISIIOCH U3y4eHue MEXaHU3MOB  pPEOpPraHu3aluud  3TOT0 KJlacca
[OCJIEOBATENBHOCTE B XOJ€  JBOJIIOIMM  PA3JIMYHBIX  IOJIMILJIOWIHBIX
MPEACTABUTENEH 3JIaKOB, BKJIOYAs MILIEHHUIY W pUC. YJIOOHOW MOJENBIO IS
BBISICHEHUST  pOJIM  OTHAEIBHBIX  KOMIIOHEHTOB  I'€HOMa B  IPOLECCE
atononumuonu3anuu seisiercs komrwieke O. officinalis puca, Brumrouarormmit
KaK pa3HooOpa3Hble AUILIOUIHBIE BUIBI C BBICOKO TUBEPTUPOBAHHBIMH T'€HOMAaMHU,
TaK M QUIONOJMUIUIONIbI,  OOBENUHSAIOIME  CyOr€HOMBI  Pa3jIMYHOTO
npoucxoxaenus. Jlo HacTosiel paboThl 115l aHAJIM3a B3aUMOOTHOIIIEHUN MEXTY
Pa3IMYHBIMU JTUTUIOWAHBIMU U TOJUIUIONAHBIME BuaamMu Oryza ucrnonb30BalliCh
nopropsitomuecs nocienoBarenbHoctd  JIHK, oTHOcsmuecs k  pa3iMyHbIM
kinaccam: TaHiemHble, TeHsl pPHK, mMuHu- M MukpocaTemsuTbl, MOOWIIbHBIE
anemenThl (Zhao et al., 1989; Cordesse et al., 1992; Uozu et al., 1997; lwamoto et
al., 1998; Kumekawa et al., 1999). B OOJBIIMHCTBE CBOEM OTH
NOCJIEN0BATENBHOCTH BBIACHEHBl M3 AA- I€éHOMa, K KOTOPOMY IPUHAIJIEHKUT
KyJIbTYPHBIN PHC U ero qukue npeamectBeHuuku. M3 renoma O. officinalis panee
ObLTM  BBIJICJICHBI JBa KPYNHBIX CEMEWCTBa: TaHIEeMHbIM mnoBTOop [rSC u
perporpancno3on RIRE-1 (Nakajima et al., 1996). IlepBbiii MOBTOp SIBISETCS
cnetuuunbiM 17151 CC- reHoMa, K KOTOPOMY MpUHAJUIekKAT AUTUIOUIHbIE BUb! O.
officinalis, O. eichingeri and O.rhizomatis, torna xak RIRE-2 pacnpocTtpanen B
mumonaHom reHome O. australiensis- emuncTBeHHOM mpenacTaBureie EE-

reHomMma.
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4.1.1. N3yyenne AUBEPreHUHH PACIPOCTPAHEHHOI0 PeTPO3JIeMeHTa y AU- U
NOJHILIONAHBIX npeacTaBuTelIei kommiekca O. officinalis

Ha mepBom sTame HamMu NpOBEJCHO BbIAENEHHE M3 reHoMoB Komruiekca O.
officinalis nan6onee pacnpocrpanennsix 111 JIHK. C 31oii nenbio ObUIH CO3/1aHbI
reHoMHble  OuOnumoreku w3  totaimpHoM  JIHK  numnmouwaHbIX — BUIOB,
npeacrasisitonux CC-, BB- u EE- renomsl manHoro kommuekca (Tabm. 1
npuwiokenus). Jlamee, U3 TOJIyYeHHBIX OMOJMOTEK OBUIM  OTOOpaHBI
kionupoBansbie [, naromme HanOonee HHTEHCUBHBIN CUTHAI THOPUIU3ALINU C
totansbHOM JIHK TOro e Bunma. B nanpHelmeM mnpoBeNeH aHaIu3 CTPYKTYPhI U
T€HOMHOW OpraHu3alud OTOOpaHHBIX KJIOHOB. Hu onHa U3 OTOOpaHHBIX
KJIIOHUPOBAHHBIX TMOCIIEAOBATEIBHOCTEH HE SBISIACH CHEIU(PUIHON I KaKOTro-
nub0 OJHOro BHJA aHanmu3zupyemoro komruiekca. I[locnenoBatenbHocts pOe 49,
BeienieHHas w3 O. eichingeri (CC- renom), naBaiia CHJIBHBIM TEPEKPECTHBIM
curHan rudpuauzaruu ¢ JIHK Bcex ocranbHBIX BHIOB, YTO YKa3bIBajlo Ha €€
IMIUPOKYIO PacCHpOCTPAHEHHOCTh M MPUTOJHOCTh B KAYECTBE MOJIEKYJISIPHOTO
mapkepa komriuiekca O. officinalis B riemom.

KonuyectBennas omnenka pOe 49 moarBepiuia €€ BBICOKOE COJIEpKaHHUE
(mopsimka 10° komnmii HAa TarUIOMIHBIH I€HOM) BHYTPH KaXJ0T0 M3 JUTLIOWIHBIX
BUIOB KoMIuiekca. [lorck B 6a3ax JaHHBIX C MCTOJIH30BAaHUEM TPAHCIUPOBAHHOM
BEPCUM TOCJIEOBATEILHOCTH BBISBUJI €€ CXOACTBO C YYacTKOM HHTETrpa3zHoro
nomeHa gypsy- momgoousix LTR perporpancnozonoB (Puc. 20). U3BectHO, uTO
naHHbeli knacc LTR peTpoTpaHCo30HOB BBICOKO pPACIPOCTPAHEH B TE€HOMAax
pacTeHuMid, B YAaCTHOCTH, Yy pHca, Hapsay ¢ COpia-  TOJA00HBIMHU
perpotpancno3onamu (Nakajima et al. 1996; Noma et al. 1997; Suoniemi et al.
1998; Kumekawa et al. 1999).

[TocnenoBarensuocTs POe 49 Opina ucnonb3oBaHa B kadectBe RFLP- mpoObt
JUIS OLICHKH €€ CTPYKTYpHOM auBepreHiuu y BuaoB komiuiekca O. officinalis
(Puc. 21). Ilo pesynbraram Cay3epH- THOPUAM3AIUA MOXHO CHEJIaTh BBIBOJ O
TOM, YTO CTENEeHb JAMBEPTreHIMU HTOW MOCIEAOBATEILHOCTH KOPPEIUPYET C

IFCHCTUYCCKUM PACCTOAHUCM MCIKIY 06p213L[aMI/I BHUAOB TakK, 4YTO MOXHO
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UIEHTU(UIIUPOBATh HE TOJBKO PA3JIMYHBIC BUJIBI (TEHOMBI), HO JIaXKe Pa3InYHBIC
AKOJIOTO-TeorpaduIecKiue pachl OTIEIBHBIX BUIOB. Ha OCHOBaHWM JaHHBIX
RFLP- ananu3a Oputa mpoBeneHAa OLEHKA BHYTPU- U MEXBUIOBBIX T€HETHUECKUX
paccrossauii (Tabn. 6) m moctpoena nenaporpamma (Puc. 22). IlomyueHHble
pe3yNIbTaThl XOPOIIO COTJACYIOTCS C CYMISCTBYIOIIMMH IPEACTABICHUSIMHU O
(UIOTEHETHYECKUX  B3aWMMOOTHOIIEHUSX BHYTPM HM3YYCHHOTO  KOMILIEKCA
(Vaughan 1994). Cuenyer cka3aTh, YTO OBOJIOLHS PETPOTPAHCIIO30HOB
OTIETBHBIX KJIACCOB WM CEMEHCTB HE BCErJa OTpakaeT SBOJIONHIO BHUA-
X03sIMHa, OCOOCHHO B ClTydae MOJIOJIBIX, aKTHBHBIX ceMelicTB (Xiong & Eickbush
1990; Voytas et al. 1992; Capy et al. 1994; Bennetzen 2000). OqHako, B OCHOBHOI
Macce PETPORIEMEHTHl B TEHOME TMPEICTaBICHb HEAKTUBHBIMH KOMHSAMH M WX
JTUBEPICHIIMS  TMMOJUYUHSCTCS 3aKOHY HEUTpaJbHOM  SBOJIONMH, KOTOPHIM
00yCITaBIMBAET KOPPEIAIHUIO CTPYKTYPHBIX H3MEHEHHU C (UIOTEHETHUYECKUM
paccrostauem (Waugh et al. 1997; SanMiguel et al. 1998; Kumekawa et al. 1999).
[Tonmy4yeHHbie HaAMU pe3yJIbTaThl MOATBEPKIAAIOT BO3MOXKHOCTh HCIOJb30BaHUS
LTR perposnemeHToB Kilacca QYypSy Il  OIICHKH (hUITOreHETUYECKUX
B3aMMOOTHOIICHUM MEXIy BHUIAAMH. OJTO KacaeTcsi W B3aMMOOTHOIICHHMA
AJUTOTIOJIUTIJIONTHBIX BUJIOB C JIUTIJIOMIHBIMU BHUJIAMH-TIPEAIIECTBEHHUKAMH. Tak,
nommuionaneidi Bug 0. punctata (BBCC) w3z Adpukud wMeeT HavMEHbIIEE
TeHETHUYECKOE paccTosiHUE OT o0pasioB murutonaHbix BuaoB O. punctata (BB) u
O. eichingeri (CC), npou3pacTarmimux Ha TOH XK€ TEPPUTOPUU U SIBIISIOLIUXCS
IpearnojgaraeMbpIMA JIOHOPAMH CyOT€HOMOB JJISl JTAHHOTO ITOJHUIIJIONIHOTO BHUA
(0.3778 u 0.3963, coorBercTBeHHO; Tabn. 6). Ciemyer oOpaTuTh BHUMaHWE Ha
00JIBIIIOE CXOJCTBO MEXIY MOJUIUIONAHBIM O. punctata u ocTalbHBIMU BUJAMHU C
BBCC-renomom (O. minuta u O. officinalis), pacnpocrpanenusiMu B UHauu 1
KOro-Boctounoit Aszum (Tabn. 6; Puc. 22). B cpaBHeHun c adpuKaHCKUM
TETPATUIONOM TTOCIIETHAE BUILI OoJiee ynaneHsl ot auruionaHoro O. punctata, u
MPUMEPHO OJMHAKOBO yAaleHbl 0T C-TEHOM- ColepKalluX AUTUIOUIHBIX BUIOB
a3MaTCKOTO0 © a(pPUKAHCKOTO TPOMCXOXKIEHHUS, YTO HE TIO3BOJSET TOYHO

I/II[CHTI/I(I)I/ILII/IpOBaTB OIU3KOr0 JAUIJIOUIHOT'O JTOHOpa C-renoma I OTUX BUOOB
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no naHHbIM RFLP-ananuza. Yrto kacaercs roxkHo-amepukaHnckoil rpynnst CCDD
AJUTOTETPAIIONIOB, TO 3Ta IPYIINA U30JUPOBaHA OT OCTAJILHBIX BUIOB KOMILJIEKCA
U CHUJIBHO OTIMYACTCS 1O pa3HbIM MPU3HAKAM OT JAPYTHX MpeAcTaBUTENeH
komiutekca O. officinalis (Jena and Kochert 1991; Aggarwal et al. 1996), uro
noaTBepkaaeTcs HamuMu pesynbraramu (Tabm. 6; Puc. 22). B Hactosiee BpeMs
BO3MOYKHBIE TUTIOWTHBIC TIPEANIECTBEHHUKH 3TON TPYIIIBI HE 00HAPYKCHBI.

B panHux paborax mo MCCIEIOBAHUIO PETPOIIEMEHTOB B T€HOMAX pacTeHUM
MPOBOJWIIOCH BbiAeNeHHEe ¢ mnomompio [I[P oTaenpHBIX KOHCEPBATUBHBIX
JOMEHOB, TaKUX Kak JIOMEeH oOpaTHol TpaHnckpunrtasbl (RT) wmm naTerpasst (INT
win 1ICD), u ananu3 ux nepsuunoi ctpyktypsl (Flavell et al. 1992; Voytas et al.
1992; Gribbon et al. 1999). Hamu ObuM CKOHCTPYHPOBAHBI CIEIHPHUCCKUEC
npaiimepbl  ans  amruimdukanuu - ydyactka B coctaBe INT gomena gypsy-
PETPOTPAHCIIO30HA, COJIEPIKaIero KJIOHMPOBAHHYIO TTocieaoBareabHocTh POe 49
(Puc. 23). [lanHble mnpaiiMepsl MO3BOJWIA aMIUIM(PUUIUPOBATh (PparMeHTHI
mmuHOM~ 300-350 mH y BeeX B3ATHIX I MCClIenoBaHus 00pa3ioB komruiekca O.
officinalis. Tereporennsiii HaGop IIL[P-poaykToB Kaxkaoro oOpasna ObLI
KJIOHUPOBAH W 3aTeM o0 pe3ynbrary Onor-rudpuausanuu c¢ pOe 49 Obuiu
oTOOpaHbl KJIOHBI, JarolIMe HaumOoJiee CHJIBHBIM CHUTHAJI THOPHIM3ALNUM, IS
JNAJTbHEUIIIET0 CEKBEHUPOBAHUS.

CekBEeHUPOBAaHHBIE HYKIJICOTHUIHBIC TOCIEI0BATEILHOCTH O0pa3lioB ObLIN
TPaHCIIMPOBAHBI B AMHHOKHCIIOTHBIE W TIPOBEACH WX CPABHUTEIBHBIA aHAJH3.
AHanu3 BBISIBUJ PSAJl KOPOTKUX Y4aCcTKOB (OJIOKOB), paHee UACHTHU(PUIIUPOBAHHBIX
kak koHcepBatuBHble (Kulkosky et al. 1992), B wuactHoctn, C-2-C MOTHB,
NPUCYTCTBYIOIIMKA Yy  TOJABJISAIONMICTO OOJBIIMHCTBA IPOAHAIM3UPOBAHHBIX
nocnenoBatenbHocTelt (Puc. 23). IIpoTHUBOMOI0XKHBIN OT JAHHOTO MOTHBA KOHEI]
INT mocnenoBaTenbHOCTEH sBiseTCS OoJjiee BapuaOeIbHBIM M, B 3aBUCHUMOCTH OT
€ro CTPYKTYPBI, MOTYT OBITh BBIZICJICHBI JBa cyOcemeiicTBa. [lociaenoBarenbHOCTH
INT1 siBisitoTcst mojHOpasMepHbIMH H coxaepkaT D-60-D-35-E (DDE) motus,
CylecTBeHHBIN a1 GpyHkiuu Oenka uarerpassl (Kulkosky et al. 1992; Suoniemi

et al. 1998). V¥ ykopouennsix nocienoBarensHocteid INT2 mpomsomnura generus,
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B pe3yibTaTe KOTOpPOM OCTAaTOK TIIyTaMHHOBOM KuciOThl (E) u3 ykazaHHOro
MOTHBA HaXOJUTCS B MO3UIMU, TPUMEPHO COOTBETCTBYIOIIEH BTOPOMY OCTATKy
acniaparmHoBoii kucioThl (D) B TomM ke MoTmBe. CiemoBaTeIbHO, MOXKHO
npeanoaratb, 4to INT2 mocnemoBaTenbHOCTH KOIUPYIOT HE(YHKITMOHATBHBIN
0eJIOK MHTErpa3bl U MOTJIM MOJYYUTh PACIPOCTPAHEHHE Y HEKOTOPHIX BUIOB B
COCTaB€  COOTBETCTBYIOIIETO  PETPOIEMEHTa,  Ojarogapss  aKTUBHOCTH
¢ynkunonanpHoro Oenka In trans. Ilouck romonormd B 0a3ax JaHHBIX C
nomotnipio anroputMa BLAST BbISIBHUI 3HAYUTENBHYIO TOMOJIOTHIO aMHHO-
kuciaotHbix INT mocnenoBaTenbHOCTEN C COOTBETCTBYIOIIUMHU IMOCIEI0BATEIb-
HOCTsIMU peTporpaHcnio3oHa RIRE-2, kortopsiil, Hapsmy c¢ apyrumu gypsy-
no1o0HbIME 351eMeHTamMu (RIRE-3 u RIRE-8), 611 BhIZIEIICH M3 KYJIBTYpHOTO pHca
O. sativa (Kumekawa et al. 1999; Ohtsubo et al. 1999).

B npenpiaymux paboTax OBLIM TMOMBITKH OIICHUTh MEKBHIOBHIE B3aUMO-
OTHOIIICHHUS B COCTaBEe KOMILIEKca Ky abTypHoro puca O. sativa ¢ ucnoip3oBaHuemM
HEKOTOPBIX T€HOB M KOPOTKHX MOBTOPSIOIIMXCS MOceoBaTenbHoctei (Barbier et
al. 1991; Motohashi et al. 1997; Iwamoto et al. 1998; lwamoto et al. 1999). Hamu
UIs  aHanM3a ManmousydeHHoro komimiekca BugoB O. officinalis  Owuia
UCIIOJIb30BaHA YacTh KOJUPYIOUIEH MOCIEAOBATEIbHOCTA PETPOTPAHCIIO30HA,
KOTOpasi, Kak ObUIO MOKa3aHO MpEABAPUTENBHO, sBiseTca 3 dekTuBHbM RFLP-
MapkepoM. Ha nmeHmporpamme  JaHHOTO  KOMIUIEKCA, TMOCTPOEHHOW C
Ucnoab30BaHueM mnocienoBarenbHoctet  INT  Bbigensitorcss Tpu  OCHOBHBIX
KJIacTepa,  COOTBETCTBYIOIIME  OCHOBHBIM  reorpauyeckuM  pailoHam
pacnpoctpanenust Buaos O. officinalis: Aswust, Appuka u IOxnas Amepuka (Puc.
24). B uenoM, MEeXy yKa3aHHOW JIEHIPOTPaMMON U JEHIPOTrpaMMON Ha OCHOBE
RFLP-ananu3a (Puc. 22) mmeercss Xxopoiiiee COOTBETCTBHE, B OCOOCHHOCTH, B
YacTH KJIACTEPU3AllMU FOKHO-aMEpHUKaHCKHUX TeTpamionanbix BugoB (CCDD).
Terpamonaneiii  O. punctata (BBCC) w3 Adpuku Kiactepusyercs C
mumonaaeiMu O. eichingeri (CC) u O. punctata (BB), npoucxoasiniumu 13 TOro
e perroHa, a Taxxe ¢ terpartongom O. malampuzhaensis (cun. O. officinalis)

(BBCC) u3 Nnaun. Bo3zmoxkao C- T€HOM TOCIIEIHETO BHJIa UMEET HEe a3HaTCKOe
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(or gummommnoro O. officinalis), a adpukanckoe NPOUCXOKICHUE- OT
cootBetcTByMomei gopmel O. eichingeri. B otnmnune or RFLP- nenaporpamMmel, B
3ToM Kiactepe otcyrctByer Tpetuit BBCC-tetpamiomn -  O.  minuta,
pacnpoctpaHeHHbii B FOro-Bocrounoit Azun (Oununmubel). OH o0beauHSAETCS
BMECTE C a3WMaTCKUMH IUIUIOMIHBIMH BHUIAMH, cojepkammmu C-reHoM, W
HauOosee omm3ok k dopme O. officinalis u3z Kuras, ¢ koTopoit oH Takxke OJIH30K
reorpaduuecku (Puc. 24).

Takum oOpazom, nanHble RFLP-ananu3a u aHanm3a MepBUYHON CTPYKTYpBI
INT nmomena perpoanementa gypsy y BumoB komiuiekca Officinalis
CBUICTECILCTBYIOT O TOM, 4YTO pa3jHYHble CcyOceMelcTBa peTpodIeMeHTa
MOJIBEPIaJIuCh HE3aBHUCHMOMN aMILIU(UKAIMU B XOJ€ PACXOXICHUS JTUTIOUTHBIX
BUJOB KOMIUIEKCAa U, B JallbHEHIIEM, Npu OOpa30BaHWW W TIOCIEAYIOIICH
HBOJIIOIIMU AJUTONIOJMUIUIONAHBIX (OPM ITH CyOCeMelcTBa, B LIEJIOM, COXPAHIIU
CBOIO CTPYKTYPHYIO OPTaHHM3AIMI0 B paMKaX OTACIBHBIX CyOT€HOMOB. JTO JaeT
BO3MOXKHOCTh ~ HCIIOJIB30BaTh  IOCJICIOBATEIIBHOCTH  PETPOTPAHCIIO30HOB B
KayeCTBE MapKEPOB PA3IMYHBIX BHJIOB, a TAKKE JJIA U3YyUCHUS MPOMCXOXKICHUS

ITOJIHUIIJIONJIHBIX BUJIOB.

4.1.2 Opraam3anmusi v I3BoJonusi reHoMm-cnenmudpudyeckux LTR perpo-
3JIEMEHTOB B COCTaBe MOJHUILIOMIHBIX (JOPM NIEHUIIBI

N3yyeHue pa3iMyHbIX KOMIIOHEHTOB TI€HOMa Ha MOJEKYJISIPHOM YpPOBHE
OPOXOJUJIO PsIJT 3TANOB, B 3aBUCUMOCTH OT pa3BUTHS TexHojoruid. Ha mepBom
JTare, KOTOPBIM MPOJAEMOHCTPUPOBAH B MpPEAbIAYIIECH IJIaBe, BBLACISIINCH
kopoTkue mnocnenoarenbHoctTy JHK, B ganbHeiimieM wuCnonab3yemble ISt
CEKBEHUPOBAHUS WIK/M B Ka4eCTBE 30HOB ISl aHAIM3a CIIEKTPOB PECTPUKIIUU U
[TL[P-criekTpoB, a Takxke Is ruOpuausamuu in Situ. C mosBICHHEM METOJI0B
KJIOHUpOBaHUS B OaktepuaibHbiX BekTopax (BAC- kjIoHHMpOBaHHE) M BBICOKO-
MIPOU3BOJIUTEIIBHOTO (MacCOBOr0) CEKBEHHUPOBAHMS IMOSBHJIACH BO3MOXKHOCTh
IPOBOJUTH UCCIIEIOBAHUE MPOTSHKEHHBIX YYaCTKOB reHoMa pasmepoM cBbiie 100

TIIH, CTPOUTH (I)I/ISI/IquKI/Ie KapTbl XpOMOCOM H, B KOHCYHOM HTOI'C, IIOJYy4aTb
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HYKJICOTU/IHbIE TMOCIEA0BATEILHOCTA OTAEIBHBIX XPOMOCOM W I€HOMa B LEJIOM
(Brenchley et al., 2012; http://www.wheatgenome.org). Ilo anamorum ¢
OMOMMOTEeKaMH KOPOTKMX  TOCIIeOBaTEIbHOCTEH, ObUTM co3manbkl  BAC-
OMOMMOTEKH  MPOTSKEHHbIX  PparmeHToB  renomHod  JIHK,  koropsie
UCIIOJIB3YIOTCSL IS aHallu3a MAaKpOOPTraHW3alid TEeHETHYECKUX JIOKYCOB, B
KOTOpPBIX 0O0BeauHeHbl paznuunbie kommnoneHtol: 11T JIHK, B Tom umcie, MO,
YHUKaJbHbIE T€HbI U T/I.

[Ipeapiaymnii aHanu3 CTPYKTYPHOM OpraHu3alud MOOWMJIBHOTO 3JEMEHTa
kiacca LTR perpoTrpaHcio30HOB B reéHOME pHca MOoKa3aj, 4To IMpH Nepexoae Ha
MOJIMIIJIOU/IHBIA  YPOBEHb OpPraHU3allMM TE€HOMAa COXPAHSIIOTCS  CTPYKTYpHbIE
OCOOCHHOCTH PETPOIIEMEHTOB, CPOPMHUPOBAHHBIE HAa YPOBHE AUILUIOUJIHBIX
T€HOMOB-TIPEIIIECTBEHHUKOB W TMO3BOJISIIONINE HJICHTU(PUIIUPOBATH OT/ACIbHbBIE
cyoresomsl nmo RFLP-mpoduisim perposneMenTta, uiau e MO €ro MnepBUYHOU
HYKJICOTUJTHOM (MJIM aMUHOKMCIIOTHOM) MOCIIENOBATEIbHOCTH. B 3TON CBsA3M
MIPE/ICTABIIAET UHTEPEC: COXPAHSIETCS JIM JaHHAs OCOOCHHOCTH YBOJIOLUUA PETPO-
TPAHCIIO30HOB Y 00Jiee CI0KHO OPraHW30BaHHBIX MOJUILIOUIOB, KaK, HAIIPUMEp,
y TeKCAIUTOMIHOW MIIeHUIBI T. aestivum, pasmep renoma kortopoir B 40 pa3
IPEBBIIIAET pa3Mep reHOMa puca.

Panee mbl mpoBenu ckpuHuHr BAC-kimonoreku T. aestivum copra “Renan”,
4yT00BI 0TOOpaTh BAC-KJIOHBI, coaeprxarliue cyotesoMepHbie moBTophl (Salina et
al. 2009). Cpenu oTOOpaHHBIX KJIOHOB BBISIBJICHBI JBa, UMCIOIIME JUCICPCHBIMN
CUTHAJ THOpUIU3aIuu ¢ xpomocomamu T. aestivum. Ilpu 3ToM B 000MX cllydasx
ruOpUIu3anys 3aTparuBajiga TOJBKO OJIMH M3 TPEX T€HOMOB. AHAJIN3 MEPBUYHOM
ctpykTypbl BAC-kiona 2383A24, cneuuduynoro s B-reHoma, mokasan, 4To
nmogo0Hass cnenuUIHOCTh OO0YCIIOBJICHA MPUCYTCTBUEM | Y3-QypSy-peTpo-
tpancrno3ona Fatima (Salina et al. 2011). B cocraB BAC 2383A24 (113 605 mH)
BXOAAT MOOWIbHBIE 3JIeMEeHTHI (55.6%), cyOTenoMepHbIM TaHAEMHBIH TOBTOP
Spelt 1 (0.9%) u mare renoB (Puc. 52). LTR-peTpoTpaHCIO30HBI SBIISIOTCS
JIOMHUHAHTHBIM KJ1accoM, coctaBiisia 50.7% oOmen gnuasl BAC-kimona. M3 Hux

47.2% npuxoautcs Ha TpU 3JieMeHTa kKiacca gypsy- LTR- perpoTpaHcno3oHOB,
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oTHocammxcss K cemedctBy Fatima. FISH ¢ wucnonp3oBanmem cyOkiona
Fatima_2383A24-3 moaTBepauia, YTO UMEHHO 3JIEMEHTHI JAHHOTO CeMelCcTBa

oTBeuaroT 3a B-renoMm- ciennduunsiii nartepH rudpuanzannu BAC 2383A24.

113605b
A - P
Fatima-3

T

Wis-1 || xalax-1p||Fatima-1p || Fatima-2 |Cfaudia-1p

Caspar -1p Wilma-1 i%”gg Barbara-1p

N\ Y
| “ * )\
LINE-1p ||Sabrina-1p

A

—> N0 0 ) s e G —>

Puc. 52 A- cxema BAC- knona 2383A24. KpacHble TpeyroJbHUKH 0003HAYAIOT
JoKaJM3anuio MUHUTpaHcno3oHoB MITE, skenteie- TaHmemubii moBTop Speltl,
YepHbIE  INPAMOYIOJIBHUKHM-  T€HbI,  CE€pble  NPSIMOYIOJIbHUKU- LTR
peTpoTpaHco30oHsl (Copia u gypsy) (“p” B Ha3BaHMIX 0003HAYAET YKOPOUCHHBIMH
snemeHT). Po3oBeiil npsMmoyronsHuk-/IHK Tpancno3zon. b- cxema aBTOHOMHOTO

anemenTa Fatima_2383A24-3 (Fatima-3) (Salina et al. 2011).

dunoreHeTnyeckuil aHaNM3 pa3MuHbBIX Fatima-aneMeHTOB, JOCTYIHBIX B
0a3ax JaHHBIX, a TAaKXKE OIIEHKAa BPEMEHHM MX MHCEPIMH MOKa3alH JUBEPreHIINIO
ATUX 3JeMEHTOB Ha 3 ocHoBHbIe rpymnmnbl (Puc. 53). Oana u3 3THX Trpym,
comepkamias Fatima_2383A24-3 sapnsercs coenmduuHoii st B-renoma u

amrunduuupoBana npuMepHo 0.5-2.5 MITH. JIeT Ha3a/l.
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5 FH564431 061 J17-3 Ta 38
FH564427 053 M17-2 Ta 3B ‘\
FH564431 059 105-5 Ta 38

L-ﬂ-[: FH564434 109 K134 Ta 38
FH564431 059 105-6 Ta 3B
AMOSOGTE-2 Ta S8 HTGS
FHSG64430 049 MO3-2 Ta 3B
FHE64434 040 DOZ-1 Ta 3B
FH564436 011 E0S-1 Ta 3B

—— DQ157840 Tt SBL HTGS
OQ1STAIS Tt SBL HTGS
S8 pDQ1STEIE Tt SBL HTGS
FHE684434 0TS K174 Ta 38
e TREP3182 Tan
T o5 —— GQ422824-3 Ta 3B HTGS
S TREP3181 Ta
[ e GO422B24-2 Ta 1B HTGS

o5

| ow TREF31684 Ta
L 1 FMe45450 0TO ND4-1 Ta 3B
B e FHNS5G4426 109 M19-3 Ta 18
TREPZZE6 Td
T: DQO2ZET103.2 Tt 4B HTGS
2383A24-3
e | TREP3179 Ta
53 'T: GO422824.1 Ta 1B HTGS

FN564435 DB0 N22-2 Ta 38
DQS37TI36.-1 Ta 18
55 FN564434 D91 NOB-2 Ta 38
FNS64432 046 DZ4-6 Ta 36
FN564433 082 K203 Ta 38 rpynna B (05 _25 MYA}
e FN564435 025 NO4-5 Ta 38
P FNS64434 0G5S C22.1 Ta 0
o~ AMOS0681 Ta SBL HTGS
£ FN564432 091 C13-1 Ta 3B
78 FNSB4434 026 FOS.1 Ta 3B
“—— pa2e7103.1 Tt 4B HTGS
paBT1219-2 TL 68

o9 FMHESB84428 01 B16-2 Ta 3B
—"'_‘: FHN584431 0TE JO1-5 Ta JIB

od
] AMIIZEES-1 Ta I8
AMOIZE666-6 Ta 36
FH564434 05 CZ2-3 Ta 3B
B AY914086 Tt SBL HTGS
79 TREP3180 Ta
[ Gaazz824-4 Ta 38 HTGS
?E: TREF1413 Tt 1B{AY36B86T3-1)
Iy DAS3TII6Z Ta 18
a5 DOBT1219-1 Tt 6B
| FN564234 112 GOB1 Ta 38
63 . FN564428 037 M16-2 Ta 38
{ FNSB84427 013 GOT-3 Ta I8
FN564428 035 C19-1 Ta 38
FNSB84426 034 E0B-1 Ta 38
— S FNS64428 004 E02.1 Ta 38
FN564431 0509 105-4 Ta 3B
59 EF081030 Tu 24
&4 AMOBTSSET-1 Ta SAL HTGS

= EVGE0396-4 Tu Z5A

TREP3I183 Tm (AY188331.1) J‘
sel___ EFS40321-1 Tt
a9 TREP1415 Tt A[AY494981-2)
53 E DaS37335.2 Ta 14
AYIS1944-2 Tm
99, AC241733-1 Aet HTGS
e AC237T85.1 Act HTGS

0 AC241741-1 Aet HTGS
63 ACZ41765.1 Aut HTGS
we ACZ37730 Act HTGS
s ACZ41TT5-1 Aot HTGS
| L Ac241768.1 aAct HTGS
TREP3188 Ta
ﬁEAC:"ﬂ?Li Aet HTGS “CMELIAHHAA» {D 5-32 MYA}
== FN564431 061 J17-5 Ta 38
- EF4Z6564-1 Tt rpynna
— FN564431 016 019-2 Ta 3B

&9 ZIBIAZTL-2
—: FNESB4428 076 E14-1 Ta 3B
—_— e FHSB4427 011 0134 Ta JB

FH36442T7 011 O13-3 Ta 3B
FHNS84431 018 0191 Ta 1B

50 _'_g;{: FN564428 040 D161 Ta 318

FH564434 001 NOB-1 Ta 1B
FHSE442T 0D2 E19-2 Ta 3B
tr——  FHN564434 079 D101 Ta 3B
Fpp————————— FN364430 07T DOE-1 Ta 38

FHS564436 021 GOT-1 Ta 38
L'E FH564428 090 O03-Z Ta 38
Ga &1 FHNSG4430 107 G24-2 Ta 10 j
—_— ACZITTT4-1 ARt HTGS
Ell TREP3I18T Ta
[: ACZATTIB Aet HTGS
ACZA1T758-1 Ast HTGS
29 a3l —— AC241761.1 Aat HTGS pynna D ('1 2=272 MYA)
—_— e ACZ3T757 Aet HTGS
— ACZA41TTS5-2 Aat HTGS

5 84 EUSEDED91-1 Aot IL
: ACZITTIZ Aot HTGS
ACIZITTOR Act HTGS

—|qq e AGRITTIT At HTGS

gy —— ACZITTED Aet HTGS
Puc. 53 ®wunorenernueckoe NJ (Neighbor-joining)- npeBo aBTOHOMHBIX
Fatima sieMeHTOB M3 pa3MuYHBIX reHOMOB Triticeae. O0o3HaYeHBI OyTCTpEN-
3HaueHus Bbime 50%. B ckoOkax ykazaHO BpeMsl MHCEPIUH IS KaXIOoh
rpynmsl (Salina et al. 2011).
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B mactosmeit paGore mnpoanamusupoBaH apyrod BAC-kmon - 112D20
(Lllep6anp u mp. 2012). C momomisio FISH ycTaHoBiieHa ero mpenMyIinecTBEeHHAs
nokanu3anus Ha Xpomocomax D-renoma (Puc. 25a). Pesynsrater BAC-FISH ¢
JTUTUTOMIHBIMU BUJAMU- TIpeaIiecTBeHHUKaMu A-, B- 1 D-rTeHOMOB MO3BOJSIOT
oTueTNINBO HaeHTH(UIHpoBaTh xpomocombl Ae. tauschii (DD) na ¢one aByx
APYTUX BHUAOB. AHamu3 TOJHOW mepBUYHOM cTpykTypsl BAC-kmona 112D20
TIO03BOJIMJI TIPEATIONIOKHTH, YTO €ro crnenuduanocts 111 D-reHoMa ompenensercs
Ty3-gypsy- peTpoTpaHCIIO30HOM, BXOJSIIMM B Majlom3ydeHHoe cemericTBo Lila
(Puc. 26). Hapsmy c¢ romosorudHo# mocienoBatebHOCTEI0O AF488415.1 u3
reHoma T. monococcum, B 6a3e ganubix | REP naiineHo HeckoabKO 3J1EMEHTOB U3
reHoma T. @aestivum, cXoIHBIX 1O CTPYKType ¢ onucaHHbM Hamu Lila 112D20-1.
MakcumanbHyto romosoruto npossisier LTR, a Taxke 5'-kogupyromas 061acTh
(80-85%). OgHako Majaoe KOJIMYECTBO roMoJornyHeIX Lila mocmemoBaTenpHOCTEH
HE TIO3BOJISICT TPOBECTH JOCTOBEPHBIM aHAIU3 WX JUBEPreHIIMH, KaK 3TO
npojeiaHno B ciydae anmemeHta Fatima (cm. Beime). FISH- ruOpuausamus C
WCIIOJIb30BaHUEM B Ka4SCTBE 30Ha PAa3IMYHBIX YU4aCTKOB peTpoTpaHcno3ona Lila
112D20 moarBepauna ero crneruduaHocTh 11 D-reHoMa u mokasana, 4To 3TH
Y4acTKH JAUBEPTUPOBAIH C pa3sHOM CKOpocThio. Hanbombiiei cnenupuyHOCThIO
st D-renoma 001a1aeT mocieI0BaTeNIbHOCTh, PACcoiOkKeHHas B 3'-Koaupyromien
obmactu (RT-nmomen) (Puc. 256). AHamoruuHyr 0COOCHHOCTh HAOIIOAATN U TIPU
uzyuenun 1Yyl-copia-perporpancrnozoHoB Ae. speltoides (Raskina et al. 2002).
HUcnionp3oBanue B kauecTBe 30HIa RT-goMeHa dTHX 3I1€MEHTOB MMO3BOJIUIIO O0JIee
s PexTUBHO UACHTUDHUITUPOBATH XPOMOCOMBI B-reHOMA.

CyImiecTByeT METOJ] TIOMCKa MapKEepPOB T'CHETHYECKHX JIOKYCOB, OCHOBAHHBIN
Ha Tmombope TmpaiMepoB, crnenuUYHBIX K calTaM BcTpauBanus MDD, u
MOCTICIYIONIEM aHaJIM3e PacTHTENbHOTO Marepuaia ¢ momoinsio [P (ISBP-
mapkepsl) (Paux et al. 2006). MbI ncnonp30Baiid 3TOT MOAXO [T 00Jiee TOYHOM
XPOMOCOMHOU JIOKaJIN3aluu BAC-knona 112D20 u OIpEICIICHUS
NpUOIM3UTEIILHOTO BpEMEHH HHCepHMH perporpancmo3ona Lila 112D20-1. C

UCIIONIb30BaHMEM TpaiiMepoB K paiioHam JI u J2, ¢dnankupyomum >TOT
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peTpoTpancno3oH, nposeacH [11[P-ananu3 pazmuanbix Bugos Triticeae (Puc. 27).
[Io pe3ympTaTam »dTOrO0 aHaNIM3a BHUIHO, YTO HWHCEPIHS PETPOTPAHCIIO30HA
NMpOU30ILIa BHYTPH mpenkoBoro Buma Ae. tauschii. Panee Obuta paspabortana
dopMmyia pacdera BpeMEHU WHCEPIIMH PETPOTPAHCIIO30HA TI0 CTEIIEHU TOMOJIOTHU
ero LTR, ocHOBaHHas Ha JMHEWHOM XapakTepe WX B3aUMHOW TUBEPTEHIIUU BO
Bpemenu: T = D/2t, rtne T - Bpemst uncepium; D - onenka nuseprennuu LTR; t -
KOJIMYECTBO 3aMCH Ha HyKJIcoTHAHbld caiit B rox (SanMiguel et al 1998).
Crenenp aueeprenimu LTR onenuBamu mo merony Kumyper (Kimura 1980), B
kadectBe t mcmomb3oBaan 3Hadenwme 1.3 x 10° (Ma and Bennetzen 2004). C
MOMOIIBIO ATOU (POPMYIIBI MBI TTOJIYYHIIA OPUEHTUPOBOYHOE BPEMSI BCTPAUBAHMUS -
1.7 muH net. Dta nmudpa 61M3Ka K BEPXHEH T'paHUIlE TIepuoaa MOSIBICHUS JTUKOMN
TeTpamionaHon mmenuipl 1. dicoccoides- 2.5 mum mer masan (Feldman et al.
1995; Blake et al. 1999; Huang et al. 2002). UnTepecHo, uro wuHceprus B-
cnenupuIHOoro perporpancnozoHa Fatima B BAC-kmone 2383A24 mpowusomnia
IpUMEPHO B TO e Bpems (1.6 mutH stet), uro u nHcepius Lila 112D20-1 (Salina et
al. 2011). Ha ocHoBaHuM (HMJIOTCHETHYSCKOTO aHaIM3a IOCICI0BATEIIBHOCTEH
Fatima Obu1 cmenad BBIBOJ, YTO aMIUIM(uKaius B- cnenuduuHoro BapuaHTa
Fatima npowusonuia g0 ¢GopmupoBaHus TeTparutouaHou miieHuinsl (BBAA), B
cocrtaBe jJoHOpa B-reHoma- mpeakoBoro Buja Ae. speltoides. ITo-Bumumomy,
TeHOM-CICIM(PHYHBIC SJIEMEHTHI Y JTUIUIOMIHBIX BUAOB Triticeac hopMupoBanmmch
Ha MPOTSHKECHUU TIEPHOJa BPEMEHH TOCIIC WX JUBEPTEHIIMH OT OOIIETO IMpeaKa.
Tot ¢axt, uto 80% MD B coctaBe A- u B-reHoMOB aMITUDUIIMPOBAIHUCEH 10
dbopMHUpOBaHUS  AJUIOTIONIMIUIONAHBIX — TIIICHHI], TaKXe TMOATBEPXKIAaeT JTYy
runote3y (Charles et al. 2008).

B wusysennom Hamm BAC-xnone 112D20 MDD 3anumaror  98.5%
HYKJICOTHIHOM  TOCIEAOBATEIbHOCTH, TOTJa Kak Ha OO0 TEHOB |
HEUACHTU(GUUIUPOBAHHBIX Yy4yacTKoB mnpuxomgutcs 1.5% (Tabn. 7). Cpenu MO
npeobmamaror  LTR-perporpancmo3onsl, a uMeHHO, [Y3-QypSYy-1mogoOHbIC
anemeHThl (61.7%). Haiinena Tonbko ogua OPC, He OTHOCSIIASICS K KOAUPYIOIIUM

nocneaoBarenabHocTIM MO (Puc. 26). Kogupyemas stoit OPC amMmuHOKHCIOTHAS
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nocyienoBareabHocTh Ha 49% romosiorndyHa MPOJIYKTY HEM3BECTHOIO TI€Ha,
KOTOPBIA HAXOJUTCS Ha paccTOsSHUHM 6 T.ML.H. oT reHa Lr21 (AF532104). Henb3s
UCKITIOUNTh, uyTo YykazaHHas OPC wumeer oTHOmIeHHE K (HYHKIIMOHUPOBAHHIO
perpoaniemMenta Fatima, mockonbky B cocraBe BAC-kiona 112D20 onHa
HEMOCPEJICTBEHHO OTpaHUYeHa 3TUM 3J1eMeHTOM. OTCYTCTBHE 3HAUUMbIX T€HOB HE
MO3BOJISIET YCTAHOBUTH TOUHYIO Jokanuzanuio BAC-knona 112D20 no cunTeHuun
¢ npyrumu renomamu. C nomoisto [P mbl onpenenuiu ero npudIM3UTENbHYIO
JOKAJIU3alMI0 B Mpeesiax JUCTAIbHON YETBEPTH JIJIMHHOIO IUie4a XPOMOCOMBI
oD (Illep6bans u gp. 2012). B cocrae BAC-knona 112D20 nHe HaiineH
cyoTenoMepHbiii moBTop Spelt 52, HecMOTps Ha TO YTO paHEe €ro BBISBHIU C
nomoieio [TIP (Salina et al. 2009). BepositHo, monoxuTenbHbIid pe3ynbrar [P
OblT  OOyCNIOBJIEH CIydyallHOM peaccolyanueid mpaiMepoB C  KOPOTKUMH
MOCJIEIOBATEIbHOCTAMU, M mHpuHagiexHoctb BAC-knona 112D20 k cy0-
TEJIOMEPHOMY PallOHY OCTAE€TCsl HEBBISICHEHHO.

B uenom, msyuennsiii BAC-xinon 112D20- »3TO0 reHETHYECKHM HWHEPTHBIN
Y4aCTOK I'€HOMa C BBICOKOW KOHIIEHTpauue M3, o0pa3yromux CTpyKTypbl TUIA
“Bio>keHHBIX MHCcepuui” (nested structure). ComnocraBuB manHble FISH,
nepBuuHyro cTpykrypy BAC-kioHa, a Takxke pe3ynbratel [II[P-ananuza
pa3M4YHBIX BHIOB TritiCeae, Mbl clenaiu BBIBOJA, YTO HaOJIOIacMasi KapTHHA
rubpuauzamn BAC-kiona 112D20 o6ycnoBnena mnpucytctBueM [Yy3-gypsy-
perporpancnio3ona Lila, cneunpuunoro mms D-remoma. DTOT perpossieMeHT
MOJIBEPICs 3HAYUTEIILHON aMITTU(GUKAIIMY BHYTPH TUTLIOMIHOTO BUAA- Tipenka D-
reHoma.

Takum 00pa3oM, Hamu BHEPBBIE MMOKa3aHO, YTO B Auddepenuuanuu B- u D-
T€HOMOB  MSTKOW  TIICHWIIBI CYIIECTBEHHYIO POJb UTpajd  MPOIECCHI
ammndukanmun LTR-peTpoTpaHCO30HOB, OTHOCSIIMXCS K JBYM CEMEHCTBAM:
Fatima u Lila (Puc. 54). Ilponudepaiius 3THX PETPOIIECMEHTOB IPOUCXOMIIA
OK. 2 MJIH. JIET Ha3aJl, 9YTO COOTBETCTBYET BpeMeHU (HOPMHUPOBAHUS TUTLIIOMTHBIX

MMPpEeAIICCTBECHHUKOB MSITKOM IIIICHUIIBI.
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JMILIONJHbII NpeIoK

JuBeprenuust BUaoB 2.5-6 Muan

riticum urarti
AA

Aegilops speftoides (npean.)
BB

Aegilops tauschi
DD

,7 | Tuépummsaumn Triticum dicoccoides
7 ’ 0.5-2.5 Mun BBAA

IIposmdepanusa B-reHom crenu- \

IIpomdepamusa D-reHom cnenu-
¢uyecknx Bapuanros Lila

(duvecknx BapuanroB Fatima Fiticum dicoccu
g8 sp BBAA
-« .

N

I'ubpuamsanus riticum aestivu
7-9 000 ser BBAADD

-
-,

Puc. 54 Cxema nponudepanuu reHom- cnenuduueckux LTR perporpancno3zoHoB
B T€HOMAaXxX JUIUIOUJHBIX MPEIIICCTBEHHUKOB MOJUIIJIONAHBIX MIIEHUI. BHHU3Y-

kaptuasl FISH gms BAC 2383A24 (3enenoe cBeuenne) u BAC 112D20
(kpacHoe cBeueHue) ¢ xpomocomamu T. aestivum, copt “Chinese Spring”.
[Tomy4yeHHble HAMHM JNaHHbBIE, TIOJTBEPKIAAIOT SAUHBIA IS KKIOTO U3 TPEX
TCHOMOB  TEKCAIUIOMTHOW  TIICHHIIBI  CIIGHapui  (HOPMHUPOBAHHMS  TEHOM-
cnenuUIHbIX MOOWJIBHBIX 3JIEMEHTOB B COCTaBe JHWIUIOMAHBIX BHUJOB-
NPEAIIECTBEHHUKOB. OcHoBHOM 0COOCHHOCTBIO ABOJIFOLIUU LTR
PETPOTPAHCIIO30HOB MPU TEPEX0/i€ Ha TOJMIUIOUIHBIA YPOBEHb, BBISBICHHOMN
Takxke y puca (cM. 111 4.1.1), ABiseTCs COXpaHEHHE CTICM(PUICCKON JIOKATU3aAIIH
U CTPYKTYPHOM OpraHu3alliu BHYTPU CYOT€HOMOB, UYTO IO3BOJIIET MCIOJIb30BATh
MOCJIEIOBATEILHOCTH ATUX MOOHWJIBHBIX JJIEMEHTOB B KAde€CTBE MOJIEKYISIPHBIX
MapKepoOB OTACIBbHBIX CYOTEHOMOB Y TOJUIUIOUIHBIX BUIOB. CyIIecTByeT

TUIIOTE3a, YTO Takas opraHuzanus MO cosnmaer crnenuduueckuil «iaHamadT»
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BHYTPH KaXJoro cyOreHoma, oOecreumBas nudQepeHIpoBaHHOE COCTOSTHUE
FOMEOJIOTUYHBIX XPOMOCOM, YTO, B CBOIO OYepe/lb, IPEMSATCTBYET UX CIIAPUBAHUIO
B xojie Meio3a (Levy and Feldman 2002). MoxHO Takke MPEIIOJIOKHTh, YTO
BpeMs, TMpolleaniee C MOMEHTa O0O0pa3oBaHHs  MOJUILIOUAHBIX  (OpM
HEJ0CTaTOYHO JIJISi CTOJIb MAaCCOBOr0 OOMEHa M MeperpynmnupoBanus MO mexmy
TOMEOJIOTUYHBIMH XpOMOCOMamMH. B TO ke Bpems, CYIIECTBYIOT MpPHUMEPHI
ObIcTpOi peopranuzanuu M3 y amiononumionaioB pacteHuil. Tak, Hanpumep, y
ayononurion1oB poja Nicotiana, oOpa3oBaBIIMXCS OKOJIO | MITH JIET Hazal,
MIPOU30ILIET CYIIECTBEHHbIH 00MeH MO mexny cyorenomamu (Lim et al., 2007).
[lo BuguMOMY, B KaXXJIOM aJUIOMOJIUILION/IE pPabOTaOT pa3HOHAINpPABICHHBIC
MEXAaHU3Mbl aKTMBallMM M cynpeccud MO W HUX CyMMapHbId  BEKTOp
UHAVUBUIYAJICH JJIs1 KaXJI0r0 KOHKPETHOTO AJIJIONOJIUIUION/A, B 3aBUCUMOCTH OT
MHOXECTBA BHYTPEHHHX ¢ BHEIIHHX (AKTOPOB, 3HAYCHHE KOTOPHIX €Il

MMpCACTONUT BBISACHUTD.

4.2. PaHHHe TeHOMHBIE H3MEHEHHS Y HCKYCCTBEHHBIX amdumionaos Triticum
x Aegilops

4.2.1. Jlokanvnvle 2eHOMHbBIE UIMEHEHUA 6 COCHIA8e CUHMEMUYECKO20

annonoaunaouoa Ae. longissima x T. urartu

Ha momenn cuutetndueckoro amrononumronaa Ae. longissima x T. urartu
(TLOS x TMUO6) wamu Obula NPEANPHHATA TMOMBITKA OICHUTh MAcCIITa0
M3MEHEHUM CyOTEJIOMEpHBIX, MUKPOCATEIUIUTHBIX u CITy4aiiHO
aMIITMUIIMPYEeMbIX TocienoBarensHocTel reHomHoi JIHK Ha panueidt cramuu
AJUTOTIOTUTIIION TU3ALIUH.

Panee, mpu M3y4eHHH CHHTETHYECKHUX AJUIOMOJIUILIONIOB, MOJYYCHHBIX TPH
CKpELIMBAaHUK BHUAOB pojoB Triticum u Aegilops ObuiM BBISIBICHBI M3MEHEHUS
yucjaa KOMUM CyOTEJIOMEPHBIX TOBTOPSIONIMXCS —IOCIEI0BATEILHOCTEH, B
YaCTHOCTH, IMPEHMYINECTBCHHAs zeneius moBTopa Spelt 1 u ammimdukamnms
noropa Spelt 52 (Salina et al. 2004). Otu gaHHBIC JEriaM B OCHOBY OoJjece

ACTAJIbBHOI'O aHaJIM3a U3MEHEHUI B paﬁOHax JIOKaJIM3aluyn pas3jimi"Horo Tulla
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cyOTenomMepHbIX MOBTOPOB. [yist 3T0i 1enu Oblin oToOpans! 11 mpaiiMepoB K MATH
noBropam: teaomepHoMy (Tel 1), cyoremomepubim moBropam Spelt 1 u Spelt 52,
xapaktepHbiM st BugoB Aegilops wm Triticum, a Takke  cyOTenoMepHBIM
TaHJAEMHBIM TOBTOpaM, CrelM(pHUHBIM Ui reHOMOB puca - Trs A, Trs B (Salina
et al. 2004). Ilpaiimepsl ObLIM MOAOOPAaHBI TakuM 00Opa3oM, YTOOBI
aMIUTUUIIAPOBATh MPOMEKYTOUHBIC TIOCIEIOBATEIIPHOCTA MEXAY Pa3IMdHBIMHU
IIOBTOPAMH, HAXOASAUIUMHUCS B TOW WM UHOW OpUEHTAUuUu Ipyr K apyry. IIIIP
ananu3 auronoymruionaa TLOS X TMUOQG u ero poauteneit ¢ ucmonbp3oBaHueM 66
MapHBIX KOMOWHAIMIA TpaiiMepoB K TernomepHoii/ cyorenomeproit JJHK mo3sommn
OOHapY>XUTh TOJIBKO OJMH cliydyaid mnonuMopdusmMa, a HMEHHO OTCYTCTBHE
npoaykTa aMmruuukanuyd 1. urartu mpmuHor okosio 500 mH (Tel-Sp52R-500) B
[MP-ciexktpe tuOpuaa. CekBeHHUpOBaHHE JaHHOTO (parMeHTa HE BBISBUIIO
romosiornu ¢ moBTopamu Tel m Spelt 52, onnako, Oblia BBIABICHA YacTHYHAs
TOMOJIOTHS C TEHAMH, KOJHMPYIONIUMHU TMpEAnoiaracMble TPaHCKPHUITIIMOHHBIE
(bakTOphI perysiuu IIBETeHU U dMOpHoHaIbHOTO pa3BuTus (SEUSS- nogoOHbIe
daxropsr) (Bao et al. 2010).

Bo3MoskHbI pazinuHble 00bsICHEHUs OTCyTCTBUS (pparmenta Tel-Sp52R-500 y
aiononuriona  1L0OS x TMUO6. Hampumep, npu o0pa3oBaHuu —ajio-
MOJIUTUIONIA MOTJIM TIPOM3OUTH HW3MEHEHHS (MyTallid, MHUKPOWHCEPIIUHA WM
MUKpOJEJICINM) B MECTax OTXKWra mpaiiMepoB. Henb3s Takke HCKIIOYUTH H
BEPOSITHOCTH Jeselinu 0oliee mpoTskeHHoM nocneaosarenbHocty JJHK, B cocTas
kotopori Bxoaut Tel-Sp52R-500. Kpome TOro, HaOmromaeMble W3MEHEHHUS B
cuexktpe III[P m™morna BbI3BaTh WHCEPLMSA TPAHCIIO30HA BHYTPU JIAHHOM
MOCTIEI0BATEIHHOCTH.

Mpr Takxke wusnoian3oBad  RAPD-moaxox i1t IIOMCKAa  BO3MOJKHBIX
reHeTHYecKkux u3MeHeHuil y amdumionna TLOS x TMUO6. Jlanubiii moaxon
MO3BOJISICT TPOBECTH TPEABAPUTEIBHBIA JKCIPECC-CKPUHUHT TTOJIMMOP(HHU3MOB
reHomHor JIHK, wucmonw3ys yHuBepcanpHbIi HaOOp mpaiiMepoB. OTCyTCTBHE
pana IIIP-pparmenToB, xapakTepHbIX Juisi TeHoma poxautened, B RAPD-

cnekTpax autononuruionaa TL0O5 X TMUO6 Obuto moka3zaHo mpH UCHOJIb30BAaHUH
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13 npaitmepoB u3 38 (34%). OTHOCUTEIBLHO OOJBIIOE KOJTUYECTBO BBISBIISEMBIX C
nmoMmoiibi0 RAPD reHOMHBIX H3MEHEHHH MOXKET OBITh CBA3aHO C BBICOKOU
YYBCTBUTEJIBHOCTHIO JJAHHOTO METOJIa K TOYEYHBIM MYTallMsiM B cailTax OTXKWra
npaiimepoB (Penner 1996). Otu myranuu B ciydae CTaHAApPTHBIX MPaiMEpoB
nuHor 20-22 1H, 32 UCKIIFOYEHHEM TOCJICAHEr0 HYKJIeOTHAa Ha 3'- KOHIIE, HE TaK
CYLIECTBEHHO BIUAIOT Ha mporecc amrumduranun JIHK. Pesynbpratel ananmuza
nocienoBatenbHocTH R0O68-TL05-600 Takxke ykaspiBatoT Ha TO, 4To RAPD-
W3MEHEHUS, BBISIBJICHHBIC Y aJJIONOJIMIUION]1A, CBA3aHbI C TOUCUHOM MyTaluen B
nocneaoBareabHocTd CAACTAGACGG (mpaiimep R068) (Puc. 30). MuatepecHo,
YTO B JIaHHOW TIOCIIEOBATEIBbHOCTA OOHAPY)KEHBI TOUEUYHBIE MYTAllUU U Y
otnaneHHbix ruopumoB H. vulgare x T. aestivum (bunpmganoBa u jp. 2002).
Mytanuu B ganHom paiione JIHK mpoucxonsar u moxa Bo3zaeicTBueM (HakToOpoB
BHEIIHEH Cpeabl, NPUBOAS K MEXIOMYISAIHUOHHOMY moiaumMopduszmy. Taxk,
cnenuuueckne MPOAYKTH amiumdukanuu, romojoruunsie R068-TL05-600,
ObUTH OOHapy»KeHBI TONBKO y 3-x oOpasioB Ae. longissima (TLO3, TLO5, TL15),
coOpaHHBIX B pa3HBIX paloHax M3pawns, W OTCYTCTBOBAIM Yy 2-X JPYTrUX
00pa3iioB JaHHOTO BUJA U Y IPYTUX OJM3KOPOACTBEHHBIX BUIOB. Takum oOpazom,
HAOJIIOTaeTCS OMPEIETICHHOE CXOJICTBO T€HOMHBIX U3MEHEHUI 101 BO3/IEHCTBUEM
paznuuHbIX (aktopoB. Mnam, ApyruMH CjloBaMU, CYLIECTBYET He3aBHUCUMAas OT
XapakTepa BO3JACHCTBUS H30MPATEbHOCTH BhIOOpA nocienoBarensHocTeit JJTHK B
Ka4eCTBE MUIIECHEW Il TCHOMHBIX U3MEHEHU. [loka HEeM3BECTHO: B YEM COCTOMUT
NpUYMHA TaKOW M30MpPATENbHOCTH- B crieu(puyecKkoi cTpykType (KoHpopmariim)
nocnenoBarenbHocTr JJHK, Hanbonee moaBep:KeHHON pa3IMYHBIM MYTAIlUsIM, €€
JOKaJu3alMe B, TaK HA3bIBAEMBIX, «TOPSYMX TOUYKAX» MyTareHesa, WU Ke
KaKUMU- TO (DYHKIIMOHATBLHBIMH OCOOEHHOCTSIMH, CBS3aHHBIMH, K TPUMEPY, C
peryisuuen TeHoB OTBETa Ha cTpecc?

CrtpeccoBbie  (akTOpbl YBEIMYMBAIOT M CKOPOCTh MYyTalluidi B MHKpPO-
catesumTHbIX nocaenosarenbHocTsax JIHK. Cunraercs, 4ro ypoBEHb MyTallUH
MHKDPOCATEIUTUTHBIX JIOKYCOB PasiIMdeH M HaXOAUTCs B mHTepBane or 10 Bmmots

mo 107 (Schlotterer 2000). B ycmoBusx cTpecca 9Ta BEIMYHHA MOXKET
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3HAYUTEIIFHO YBEIIMYUBATLCSA. Tak, HapUMEp, B YCIOBUSAX KYJIBTHBHPOBAHHS IN
VItro st OT/IeIbHBIX BUJIOB PACTCHUI MOYKHO BBISIBUTH H3MCHEHHUE JITTHHBI OJTHOTO
u3 10 SSR nokycoB B cpemneM y kxaxmoro pereHepanta (Rahman and Rajora
2001). B pmanHoii paboTe HaMu ObLIO M3ydeHO 23 MHKPOCATCIUIMTHBIX JIOKyCa Y
ampurmionma TLOS X TMUO6  mepBoro mnokKojJeHHs, MOJYYECHHOTO IyTeM
KoJIXuiumHupoBanusi rudpuna F;. Hu ans omnoro m3yuennoro SSR- jokyca He
ObLIO0 OOHAPYKEHO W3MEHEHUH B JUIMHE MUKPOCATEIUINTa. AHATIOTUYHBIMU OBLIH
pe3ynbTaThl ananm3a 34 SSR- 10kycoB y 14 TeTpa- ¥ reKcarion10B, MOTyYeHHBIX
¢ yuactueMm Ae. tauschii (remom DD) B xauecTtBe ogHoro u3 pomauteneii (IlecrioBa
E.I'., Pénep M., nannble He omyOnmkoBaHbl). Hamo OTMETHTH, YTO M YCIOBHS
KyJIbTUBHpPOBaHUS N  VItr0 TrekcalloWgHOW TINEHUIBI HE MPUBOJMIN K
U3MeHeHHIo JUIMHbBI Y 104 u3yueHHbIx MukpocatesinToB (loOpoBonbckas 2003).
[To Bceli BUIUMOCTH, MUKPOCATEITUTHBIC JIOKYCHI MOTUIUIOUIHBIX BUOB 3JIAKOB
OTINYAIOTCS BBICOKOW CTAaOMILHOCTBIO 0 OTHOIIIEHUIO K CTPECCOBBIM (PaKTopam.
Takum o0OpazoMm, uzyuenue reHomuon JIHK y ambpummonga Ae. longissima x
T. urartu ¢ ucnonbszoBaHueM pazanuHbix MeToauk [I1IP- ananuza: 1) He BBIABHIIO
KakuX JIMOO 3HAYUTEIBHBIX M3MEHEHUUN B MOCIEAOBATEILHOCTSIX, HAXOISIIUXCS
Ha CTBIKaX DPA3JIMYHBIX CEMEHCTB TEIOMEPHBIX U CyOTETOMEpHBIX MOBTOPOB. B
COYCTAaHWU C JAHHBIMH O KOJHMYCCTBCHHBIX M3MEHEHHUSIX B COCTAaBE HEKOTOPBIX
CEMENCTB CyOTEIOMEPHBIX MOBTOPOB HA PAaHHUX CTAAMSIX aM(PUILIOUIN3AlNUN
(Salina et al. 2004), 3To yka3pIBaeT Ha TO, YTO TAaKUE U3MCHEHHS BEPOSTHO HMECIOT
JOKaJIbHBIN XapakTep (B Tmpeaenax JJaHHBIX CEMEWCTB) M HE 3aTPardBaioOT
Onu3nexanue pailoHbl, B OCOOCHHOCTH, pANOHBI TEJIOMEPHBIX TOBTOPOB,
BBITIOJTHSAIOIIMX BAXHYIO 3alIUTHYI0 (QYHKIHIO I KOHIIOB XPOMOCOM H
OTIPEIENISIONTUX YUCTIO PEITMKAIMOHHBIX IHMKJIOB KJIETKU (mpenen Xewndiauka)
(Shay and Wright 2000). 2) He Obutn oOHapy)XeHbI M3MEHEHHS W B y4acTKax
r€HOMa, OTPAaHWYEHHBIX MHKPOCATE/UIMTHBIMH  TaHIAEMHBIMH  TIOBTOpaMH,
Bapualys KOTOPBIX JIOBOJIBHO YacTO COMPOBOXIAET TPOIECCHl TEHOMHOM
pEOpraHM3ay TOJA JEHCTBUEM TEX WM HHBIX CTPECCOBBIX (PaKTOpPOB. 3)

CrnydaiiHO aMIUTU(GUIIPYEMbIE TTOCIETIOBATEIFHOCTH OKA3INCh €IMHCTBEHHBIMH
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MapKepaMH F€HOMHBIX W3MEHEHHUH B COCTaBE M3YyUYEHHOTO aM(UIUIONAA, OJHAKO,
3HAYNTEIbHASA YacTh 3TUX W3MEHEHUH, II0 BUAUMOMY, NPEICTABISET TOYEUHBIC
MyTallMM B CalTax OTKHra NpauMepoB. B 1enom, mnoJiydeHHbIE PE3yIbTaThl
yKa3bIBalOT Ha KOHCEPBATUBHYIO OPraHMU3ALMIO M3YyYEHHBIX (PAKIMI T€HOMHOMN

JIHK Ha paHHUX CTaausx ajuIONOIUIIIONIN3AIIUH.

4.2.2. H3menenus zenoe 458 u 55 pPHK ¢ cocmase cunmemuuecKux
amguniouooe wieHuubl

4.2.2.1. Cynpeccua NOR Ae. sharonensis y amgpunnouoa Ae. umbellulata x

Ae. sharonensis

Panee, banaesoit E.J[. (MOI'en, MockBa) ObLJIO MpPOBENEHO OKpaIIMBaHUE
cepeOpoM  MpemaparoB XpPOMOCOM CHHTE3UpoBaHHOro amduruionga Ae.
sharonensis THO1 x Ae. umbellulata TUO4 u ero QUIUIOMIHBIX POIUTENCH IS
OTIpe/IeTICHUs SIPBIIIKOBONM aKTUBHOCTH- 3Kcmpeccuu reHoB 45S pPHK. Ywucno
AKTUBHBIX SIPBIIIKOBBIX OPTaHW3aTOPOB TOJCYUTHIBAIIOCH B KJIETKaX KOpHS Ha
cramusx uwHTepdasel u Meradasel. Y ammiounanbix Ae. umbellulata u Ae.
sharonensis »to umcio BapeupoBanio oT 1 g0 4, B cpeaneM- 1.62 u 1.68,
cootBeTcTBeHHO (Tabmn. 12), uro cormacyercst ¢ 0ojiee paHHUMU HAOIIOICHUSAMHU
(Cermeno et al., 1984). Ha merada3HbIX IUTACTUHKAX OBUTM BHIHBI 2 Tapbl
XpomocoM ¢ okpamieHHbIME cepeOpom yuactkamu NOR (Ag-NORS) y o6oux
mumionaaeix BumoB (Puc. 55). Pasmep Ag-NOR nHa xpomocome 1U:2U Ae.
umbellulata 611 ropasgo Gosbiie, yem Ha xpomocome 5U, a xpomocoma 6S™
Ae.sharonensis coaepxana 6osee kpynubiii Ag-NOR B cpaBHEHHH ¢ XPOMOCOMOI
5S™.

Y amdumonga THO1 x TUO4 umcno sapeiiiek B UHTEPQA3HBIX sSApax
BapbHpoBasio oT 1 10 4, B cpeaneM- 2.09, 4To BbIIE CPETHUX 3HAUYCHHUUN KaXkA0TO
U3 pPOJIUTENICH, HO Tropa3io MeHblle oxumaemoir cymmbl (Tabn. 12). 4 NOR-
coJiepKalire XpOMOCOMBI OBbLIM BBISIBJICHBI BO BCEX HAOIIOAAEMBIX MeTa(a3HbIX
sapax (Puc. 55). OcHoBbIBasich Ha Mopdosoruu XpoMocoM U AaHHbIX FISH ¢

XpoMocoM-criennpuaapiMA 30HIaMu, HambOomnee kpymHble AJ-NOR conepskana
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mapa 1U:2U xpomocom, a Ag-NOR menbiiero pazmepa Haxoauics Ha mape SU
xpomocoMm. OrcyrctBue AQ-NOR Ha naByx npyrux mapax XpoMocoM Yy
ampuruiona yoeIuTeIbHO TOKAa3bIBACT CYMPECCHIO SAPHIIITKOBEIX OPTaHN3aTOPOB
S  cybremoMa B OTBET HA  @UIONOIMIUIONIM3ALMIO  (SIPBIIIKOBOE

JTOMUHUPOBAHHUE).

'/TZUL2U31US \ o A0

.‘ .
! ‘ \

; Puc. 55 OxkpaieHHble
" cepeobpom  MeradasHbIe
' mnactunku:  (a)  amdu-
% mwonn THOLXTUO4, (6)
Ae.umbellulata  (TUO04),
(¢ Ae. sharonensis
(THO1). OxparteHHbIC
- cepebpom SATPBIIIKO-
oOpazyroniue palioHbI
OTMEUCHEI CTpEIKaMH
(mannbie E.J]. bagaeBoit).

,;) i

Ta6a. 12 Anppeimko-o6pasyronue paiionsl  (Ag-NORS) u uywcno siipbliiek B
MmeTada3Hbix W wHTepda3Hbix kietkax Ae. umbellulata, Ae. sharonensis u
ampumonna THOL1 x TUO4 (nanusie E.JI. bagaeBoii).

O6pasupl Yucno Yucno aapeIek Yucno aaphIKo-
00pa3yroIux
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KJICTOK XpoMOCOM
1 2 3 4 cpenHee O0KHI. (hakr.
Aegilops umbellulata 200 102 76 19 3 1.62 4 4
(TUO04)
Aegilops sharonensis 231 103 | 104 18 6 1.68 4 4
(THO1)
THO1 x TUO4 216 57 99 43 17 2.09 8 4

Martini et al. (1982) npeanonoxuau, uro goMuHaHTHBIA 3pdekr NOR U-
cyoreHoma o0ycoBIIeH OOJIBIIMM KOJIMYECTBOM ITOBTOPOB B COCTABE MEKI'CHHOTO
crneiicepa (ETS: external transcribed spacer), mo cpaBHEHHIO C IPYTHMHU BUIaMHU
Triticum. Reeder et al (1985) npennoxuiu runoresy «aucOaranca YHXaHCEPOBY»
111 OOBSICHEHUS SIIPBIIIIKOBOTO JIOMHUHHUPOBAHUS, COTIIACHO KOTOPOW B yCIIOBHUSAX
JTUMUTUPYIOIIEH KOHLEHTpaluu SHXaHcepHblX OenkoB eaununsl  p/IHK c
OOJBIITMM KOJMYECTBOM IMTOBTOPOB CBS3BIBAIOT OOJIBIIIEE KOJTMYECTBO ITUX OEIIKOB.
Knonuposanue u cexksenupoBanue p/IHK Ae. umbellulata seisiBuo BcraBky 130
nH BHyTpu ETS, xotopas orcyrctByer y Ae. sharonensis (Kulikov and Vakhitov
1995). JlanHas uHCepLHs, 110 BHIAMOMY, BO3HHKJIA B XOJ¢ AMBEpreHmun Ae.
umbellulata, mockonpky oOHa HE BBISIBICHA Yy IPYTHX HCCICIOBAHHBIX BHJIOB
Triticeae. BcraBka COAEPKHUT KOPOTKYIO — IOCJIECIOBATEIBHOCTH 26  TIH,
noBTopeHHyo 6 pa3 y Ae. umbellulata, Torna xak y apyrux BumoB Aegilops
UMEETCS TOJBKO OJ[HA KOIHUs. BO3MOXHO 3TH MOBTOPBHI B COCTaBE WHCEPIUU
CIly’)KaT B Ka4eCTBE TPAHCKPHITIIMOHHBIX IHXAHCEPOB, KOTOPBIE O0YCIaBIUBAIOT
oonee Beicokyr aktuBHOCTH NOR Ae. umbellulata B pasnmunbIX THOpUIHBIX

komOuHanusx (Kulikov and Vakhitov 1995).

4.2.2.2. H3menenus 2enoe 45S pPHK y amgunaouoa Ae. sharonensis x Ae.
umbellulata
Oxkcnpeccuro renoB pPHK B oraenphbix gokycax NOR MOKHO OIEHUTD IIyTeM

CpPaBHEHMS CHJIbI CUTHAJIOB TIOCJI€ OKpallluBaHus cepeOpoM U B pe3ynbrate FISH ¢
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npoboii p/IHK. [Tonyuennsie bagaesoii E.J. pe3yabTatsl okpaimBanus cepedpom
(cm. BhIe) u HammM pe3ynbTaThl FISH-rubpunuzanuu (Puc. 31) nokassiBarot, 4To
CYIIECTBYIOT Pa3IMUUs TO YPOBHIO SKCIPECCHH MEXIYy HWHIUBUTYATHHBIMU
nokycamu NOR, KoTOpble HE KOPpPETUPYIOT C J1030M T€HOB B ATUX JIOKYCaXx.
[Tocneansist 0coOeHHOCTh XapakTepHa s renoma Ae. sharonensis THO1- omnoro
U3 JWIUIOMJIHBIX POJHMTEILCKUX BHIOB aMduruionma Ae. sharonensis X Ae.
umbellulata THO1 x TUO4. Xpomocoma 6S™ Hecer Gosee BBIpaXKCHHBIN CHIHAI
OKpallluBaHUsl cepedpoM, YeM XpomMocoma 55" (Puc. 55¢), HECMOTpPsI Ha SIBHO
0oJjice HU3KWK CHTHAJ ruOpuau3anuu ¢ 3oH7A0M pla 71 mocie FISH (Puc. 31a).
1o moxpasymeBaet, uto Jokyc 55T mMeer Goiee BHICOKYIO OO HEAKTUBHBIX
resoB pPHK, mno cpaBHeHnro ¢ JsoKycom 6S™". CremoBateibHO, (dbenomeH
cynpeccur NOR, wiu sapbIIIIKOBOTO TOMUHUPOBAHUS MPOSIBIISICTCA Y JUILIONIOB
TaKKE€ KaK Yy aJUIOMOJMIUIONIOB, KOTOpPhIE OO0Jee XOpOIIO HW3YYCHBI B ITOM
otnomrenun (Pontes et al., 2007; Preuss et al. 2008). [IpuunHBI ¥ MEXaHU3MBI
muddepennmansroit skcnipeccun NOR B IUIUTOMAHBIX T€HOMAaX €Ile MpPeICTOUT
BBISICHUTb.

Haru pe3ynbrarsl oka3aiu, 4TO y aJJIOTIONUIIIION IOB MPOIIECC MHAKTUBAIINH
NOR compoBoxmaeTcsi uX KOJIMYECTBEHHBIMU W3MEHEHUSMU, KOTOPHIE HMEIOT
OJTHOCTOPOHHUHN XapakTep, 3aTparuBas OJWH W3 POJUTEIBCKHX CyOTr€HOMOB.
BOBIMHCTBO M3YYEHHBIX AJUIOMOJIUILIONIOB Sp-S; HMMEIOT CyMMY JIOKYCOB
pAHK, nabmonaembrx y poauteneit (Puc. 31). Jlokyce p/IHK Ha xpomocomax
1U:2U u 5U BeirnsgaT 0e3 M3MEHEHUN MO CPABHEHHUIO C COOTBETCTBYIOLIMMU
JIOKyCaMH POJUTENThCKOro Buaa. OIHAKO, B HEKOTOPHIX AJUIOMOJIMILIONIHBIX
pacTeHMsIX TIOKOJieHHH Sz W S, HaAOMIOJaeTcs 3HAYMTENbHAs PEIyKIUs
nateHcuBHOCTH curHasia NOR Ha xpomocome 6S™" (Tabu. 9), 3arparuBaroimas 0oe
roMosiornuHble xpomocombl (Puc. 31n), a y nByx pactenuit S; nokyc NOR Ha
OJTHOM H3 TOMOJIOrOB TOJHOCTBIO oTcyrcTBoBay (Puc. 31r). Bosiee Huskas
CTENEeHb peayKuuu curHana pTa 71 ormeuyanaceh Ayt XpOMOCOMBI 55" HaumHas ¢

Sg MOKOJICHUS. DTHU pPE3YIbTAaThl CBUACTCILCTBYIOT O TOM, YTO Y aJIJIOIIOJIMIIIIONAA
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THO1 x TUO4 cympeccus renos 45S p/IHK B reHome Ae. sharonensis cesizana c
X YACTHYHOMN DIIMMHHALKCH B OIPENCICHHBIX XPOMOCOMHBIX JI0Kycax (6S™).

Wucepums Baytpu ETS Ae. umbellulata mo3Bosimna muckpuMuHUpPOBATH
dparmentel JIHK o6oux poauteneit y ammononumionaa THO1 x TUO4 na
kaptuHe OnoT-rubpunmzanuu nmo CaysepHy. Bce pactenus S,-S; moxoseHuit
UMeTu TocieoBaTeibHOCTH ETS, Hacnemyembie OT 000MX poauTenei, 0aHaKo,
xosmuectBo exaunull p/IHK, Hacienyembix oT Ae. sharonensis yMmMeHbIIAIOCh, O
YeM  CBUJETEIhCTBOBAJA  PEAYKIWSA  HMHTCHCHBHOCTH  COOTBETCTBYIOIIUX
(GbparMeHTOB PECTPUKIIMK TIOCIIE THAPOIN3a Pa3TuIHBIMUA HIOHYKIeazamu (Puc.
33). YV aIonoNMIUIONIHBIX PAcTEHUN OJuH (GparMeHT pecTpUKIuU oT Ae€.
sharonensis mocie ruaponusa Tag | momHOocThIO OTcyTcTBOBan (Puc. 33Db).
[TpuaMMast BO BHUMaHHUE TOT (aKT, YTO JaHHAs DHJIOHYKJIea3a HEUYBCTBHUTEIbHA
K METHJIMPOBAHHMIO IO ITUTO3WHY, M3MECHCHHBIA NPO(HIb PECTPUKIHH MOXKET
OTpaXkaTh PE3KOE YMEHBIIIEHUE YHCIIa KoUK oTaensHOoro cemenictea p/IHK. 1o
coObITHE, TIO BCEH BUAMMOCTH, MOXKET 00YyCIaBIMBaTh peayKInio curdana pla 71
Ha xpomocomax 5S™ u 6S™ Ae. sharonensis B mokomeHmsx S; um Sy
amtononumuionga (Puc. 31d,e). Opnnako, ¢ momomisto FISH Mbel He cmorim
oOHapyxuTh yMeHblieHue curHana pJIHK y pacrenumit S,, BO3MOXHO, H3-3a
MEHBIIIEH YyBCTBUTEIHHOCTH 3TOTO METO/Ia K KOJMYECTBECHHBIM M3MEHEHUSM, T10
cpaBHeHuto ¢ Cay3epH rubpuaMsalveii, Win ke Mo MPUYUHE HEJ0CTaTOYHOTO
KOJMYECTBA WCCIICIOBAHHBIX pacTeHWi. PemymupoBaHHass WHTECHCUBHOCTH
dparmenToB Cay3epH-THOpHIN3AIIMN MOXKET TaKKe OTPaKaTh JTUBEPICHIIMIO B
palioHax pPECTPUKLIHMOHHBIX CaWTOB y Hekotopol uactu emunun pJIHK Ae.
sharonensis.

Onnoctoponnsis snumunanms pJIHK mMoxeT ObITh 9acThio OoJiee OOMUPHOTO
npouecca pgenenun reHomHon JHK, wHAynuMpoBaHHOTrO ayuionoJUILUIOUIUEN.
Shaked et al. (2001) mokazamu, uro y amtonoiummionaa THOL x TUO4 14%
JokycoB oT Ae. sharonensis ObuTM >JTUMHHHPOBaHBI, TOrjaa Kak Tojbko 0.5%
nokycoB Ae. umbellulata moaBepriiack anuMuHaLN, TpUYEM OOJIBIIAS YaCTh ATUX

M3MEHEHUN TNpou30oLuIa yXe Ha ctaauu F; mocne ckpenmBanus. Mcnonb3ys
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HA0Op CHHTETHYeCKHMX ayuionoymmiono Triticum-Aegilops, Han et al (2005)
IPOJIEMOHCTpUPOBAIIU, 4TO IpuMepHO 70-90% konwuit Tannemuoro nosropa JJHK
OJTHOTO M3 POJUTENCH MOJIBEPIIUCH MIMMUHAIUMU K MOKOJICHUIO S3. ATanTHUBHAS
3HAYUMOCTh JTHX HM3MEHEHHUI HEU3BECTHA, TIOCKOJbKY HE OBLIO BBISIBICHO
HUKAKOM accolManuu ¢ Ha0MoaaeMbIMi (PEHOTUITMYECKUMHU TPU3HAKAMU.
[TosiBnenne HOBoro CAPS-¢parmenta (Puc. 34) ykaspiBaeT Ha BO3MOXKHOE
BO3HUKHOBEHHE M aMIuiM(pukanuio HOBO# mocienoBarensHoctd p/IHK Bcero 3a
HECKOJIbKO TMOKOJIeHuH. bpicTpas sBomouus W (Wiau) aMIiuiiuKanus HOBBIX
cemeiricte p/IHK m mx romorenmsanmss mexnay otnenbHbIMH JIOKycamu pJlHK
paHee HaOMOIaNach y CHHTeTHUYeCKUX rubpuaoB Tabaka (Skalicka et al. 2003).
Dadejova et al. (2007) u3ydanu ¢GopMUpOBaHHE SIUTCHETHYCCKHX IMATTCPHOB
skcnipeccud TeHoB pPHK y paHHBIX THOpPUIOB U MPEANONOXKHINA, YTO
TOMOT€HU3ALNH MOJIBEPraroTcs, B NEPBYIO ouepeb, aKTUBHO
skcripeccupyromuecs emuauipl pJIHK. V' Nicotiana tabacum  kouBepcus
pubocomansuoit  JIHK  Takke  accomuupyercs ¢  HEMETUIUPOBAHHOM,
JICKOHJICHCUPOBAHHOW M BCIICIICTBUU 3TOr0 aKTUBHOW (ppakiuert equaun (Lim et
al. 2000). Hosas mocnenoBatenbHocTh p/IHK y amdummonma THO1 x TUO4
umeeT cartel Msp All, xapakrtepubie mis akTuBHBIX exuuui] Ae. umbellulata.
CrnenoBaTenbHO, 3Ta MOCIEAOBATENBHOCTh MOTJa BO3HUKHYTH Onaromaps
npolieccy roMOreHu3aly, Kak u npeanosaraau Dadejova et al. (2007).
SAnpsIKoBOE NTOMUHUPOBaHUE WK cainieHCcuHr reHoB pPHK y nonunnonnos,
MO0 BUIUMOMY, OIOCPEIOBAaH OJMHUICHETHUYECKMMH HW3MEHEHUSMH DJTHX TEHOB,
TakuMH kKak MetwiupoBanue JIHK, anerunuposanue ructonoB u Tx (Chen and
Pikaard 1997). I'enst pPHK y pactenuii 3HauntenbHo MeTmimpoBansl (Delseny et
al. 1984; Torres-Ruiz and Hemleben 1994). Oanako, OblTH HalWICHBI HEKOTOPHIC
cnenupuyueckre paiioHsl B coctaBe moBropsitontuxcs enuuuil pJAHK, xotopwie
PEryJsipHO COXPAHSIOT HEMETWJIMPOBAHHBIM MJIM CIa0OMETHIIMPOBAHHBIN CTaTyC
(Flavell et al. 1988; Jupe and Zimmer 1990). OcoOblif MHTEpEC B 3TOW CBS3H
npeactasisger paiiod rena pPHK, rae mokamusyrores npomotop (TIS) u apyrue

PETYJIATOPHBIE 3JIEMEHTHl TpaHCKpUNIMH. J[7s TOro, 4roObl MPOTECTUPOBATH



216

BO3MOKHOCTb MU3MEHEHMHM B Xapakrepe merunupoBanus enunun pJlHK B xone
AJUTONOJIMIJIONIU3AlMM, MBIl  TpoBenu  oOpaboTky  reHomuHou  JIHK
YyBCTBUTEIBHBIMM K METWJIMPOBAHUIO 3HIOHYyKieazamu Hpall u  Mspl ¢
nocnenytomieit I1IP- ammmdukanueit paiioHa, Npuierarwmero K mpoMoTopy ¢
3’- KOHIla, U OrpaHMYeHHOro carramu mias npaiimepoB Pll u PIV (Puc. 32).
YunrteiBas penykiuio uHTeHCHBHOCTH [IIP- mpomykra Ae. umbellulata y
ampumtonga THOL x TUO4 (Puc. 35b,c), Mbl mpeanoaoKuim, 4To €IMHHIIbI
pIHK Ae. umbellulata menee meTmaupoBaHBI B HCCICAYEMOM paldiOHE IO
cpaBHeHMIO ¢ equHUIIaMu Ae. sharonensis. HaGmoqaemast OTHOCHTEIBHO BBICOKAs
MHTEHCUBHOCTH (parmenToB IIILIP mocienHero Buga BecbMa BEPOATHO OTPAKAET
MaccoBblii mporecc MmetunupoBanus 45S p/IHK, mockomnbky wucmoiap3oBaHHBIC
npaiMepsl NO3BOJISIOT aMIUIM(UUIKPOBATh O0biyto yacTh eaqunul pJlHK obounx
TUIUIOWIHBIX TE€HOMOB ajutononumionaa. OJHAKO, OCHOBBIBASICh TOJIBKO Ha
pesyinbratax [IL[P, MBI HE MOXEM OIIEHUTh TOYHO: KaKOE€ KOJIMYECTBO KOIUM
pAHK mnoasepriiock MetunupoBaHuio. Takum o00pa3om, Oosiee BbICOKas
OTHOCHUTENBbHAS KOHLIEHTPALUS S-METUIIUMTO3HHA B IPOMOTOPHOM paiione p/IHK
Ae. sharonensis moxet ObITh CBsi3aHa ¢ cympeccueil reHoB pPHK B ykazanHoM
IF€HOME y CHUHTETHYECKOI0 AJUIOMOJMIUIONIAa M C MOCIEAYIOUIEH MX YaCTHYHON
ANMUMUHAIMENR. AHAJIOTMYHO, OBUTO MOKA3aHO y4acTHE MPOLECcca METUIIMPOBAHMS
JNHK B cynpeccun p/IHK pxu Ha Xxpomocome 1R y aonoumnionIHOTO
tputukane (Neves et al. 1995). Hapsiny ¢ snmumunanumeit yactu renomuoint JJTHK,
U3MEHEHHE TMaTTepHa €€ METWJIMPOBAHMS  SABJISIETCS  3HAUYMTENIbHBIM U
HEMOCPEACTBEHHBIM OTBETOM Ha (PAKTOp MOJMIIIOWIU3AIUHN, TOCKOJIbKY ATHM
U3MEHEHUAM mnojaBepraercs npuMepHo 13% JOKyCOB B cOCTaB€ MEXBUIOBBIX
rubpuoB F; mmennnnt (Shaked et al. 2001).

Jnsg  Toro, 4YToObl OLIEHUTH JIOJITOBPEMEHHBbIE TOCJIEICTBUS  alljIo-
NOJIMIIJIONIN3alMi  Ha opranuzanuio reHoB pPHK, Mbl cpaBHWiIM JaHHBIE,
nojiyueHHble Ha cuHTeTmueckoM rubpune THO1 X TUO4 ¢ npanHbiMu pac-
npenenenus JokycoB 45S p/IHK y ecTecTBEHHbBIX aJJIONOIUIIIONIOB, UMEIOIINX

CXOJHBIH TEHOMHBINA cocTaB. J[Ba TerparutonaHbix Buaa- Ae. variabilis (cun. Ae.
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peregrina) u Ae. kotschyi, xak u3BectHo, comepkat U i S- TeHOMBI, BeIyIIUE CBOC
npoucxoxaenue ot Ae. umbellulata u Ae. longissima/ Ae. sharonensis (Feldman
1965; Kimber and Yen 1989; Badaeva et al. 2004). Ananu3 Ae. variabilis ¢
MCTIOJIb30BaHUEM METOJMKH OKpAIIMBaHHS cepeOpoM OOHAPY I TOJIBKO 2 Taphl
aktuBHBIX NOR, 4YTO yKa3piBaeT Ha CyNpecCHI0 SAPBIIIKOBOH aKTHBHOCTH
xpomocom S' renoma (Cermeno et al. 1984). FISH ¢ 3oumamu pTa 71 u pTa 794
(5S p/IHK) BbisiBui yactuunyio morepio reHoB pPHK Ha xpomocomax S-renoma
kak y Ae. variabilis, Tak u y Ae. kotschyi; y mepBoro Bua 3ta noreps Obuta 6oiiee
3aMeTHa Ha Xxpomocome 5S', Torma Kak y IOCHEIHero- Ha Xpomocome 6SX
(Badaeva et al. 2004). CaenoBarensHo, snmumuHaims p/JJHK Ha xpomocomax S-
reHoma, HabmomaeMas y cuHTeTHdeckoro amtononumionna THO1 x TUO4, mo
BCEH BHIIMMOCTH, OTpaxkaeT Iporiecchl peopranmzanmu p/IlHK, npoucxomusmime y

CCTCCTBCHHBIX AJIJIOIIOJIUIIIIONI0B.

4.2.2.3. Cxo0cmeo KoauwecmeeHHbvIXx uszmeHenuil jaoxkycoe 5S p/[HK y

CUHMEMUYECKUX U NPUPOOHBIX AII0NOIUNTIOUO08

I'enomuas opranmsanus 5S p/IHK y pasnuunsix BumoB Triticum u Aegilops
ObLTa JeTalbHO M3y4eHa B mpeapLayinux padorax (Appels et al. 1980; Dvorak et
al. 1989; Kellogg and Appels 1995; Baum et al. 1998; Baum et al. 2004). boiiu
UICHTU(UIIMPOBAHBI /B OCHOBHBIX CyOCceMelCTBa 3THX T'€HOB C MOHOMEpaMH
mmaHoN ~ 0.4 1 0.5 TriH (SSDNA-1 1 SSDNA-2, cOOTBETCTBEHHO). Y CTaHOBJICHO,
4TO y BHJIOB A-reHoma, B TOM 4Yucie, 1. Urartu moBTOpSIOIIAsCsS CIAWHHUIA
cyocemetictBa SSDNA-1 umeer muny 330-370 nmu (Dvorak et al. 1989; Kellogg
and Appels 1995). IToka3aHo, 4TO pa3Iu4us B JJIUHE MOHOMEPOB OOYCIIOBJICHBI
UHCEPIUSIMH (JeJIeIUsIMI) BHYTPU HeTpaHCKpuOupyemoro creiicepa (Puc. 36).
Jlnst Bcex BuaoB TpuOBI Triticeae kmactepbl cyocemerictB SSDNA-1 u SSDNA-2
JIOKQJIM30BaHbl Ha XpOMOCOMax IIEpBOM U IIATOM TOMEOJIOTUYHBIX TPYIIIL,
cootBercTBeHHO (Appels et al. 1980; Dvorak et al. 1989).

B mHactosmieii paboTe WCMONB30BAd MaTepHall TpPeX CHHTETHUYECKUX

aytoronarion1oB  Triticum x Aegilops mns mowcka W aHanm3a W3MEHCHHWHA B
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coctaBe 5S p/IHK. FISH-meTon He BbIsBMI KakuX-THOO M3MEHEHUHN MO YUCITY U
nokanu3zanuu JokycoB 5S p/IHK y n3yueHHBIX aJIJIONOJIUILIONIOB MO CPABHEHUIO
¢ ux pomutensimu (Puc. 37). Hapsay ¢ 3TuM, y KaI0ro W3 ajUIOMOJIMILIONIOB
0OHapy>KEeHbI KOJIMYECTBEHHbBIE U3MEHEHUS OTJIEIBHBIX JIOKYCOB, COJIEPKAIINX 5S
pAHK. OTu n3MeHeHus: BKIIOYAIOT KaK CHM)KEHUE MHTEHCUBHOCTH CHUTHAJIOB Ha
xpomocoMax 1D u 1A y amnononummonaos TMU38 x TQ27 u TTD20 x TQ27,
cootBeTcTBeHHO (Puc. 371,3), Tak U yBEeIMYEHUE CHUTHAJa Ha XpPOMOCOME 1S y
rubpumga TUO4 x THOL (Puc. 37¢). Takue m3amMeHeHUsT MOTYT OBITh CBSI3aHBI C
COOTBETCTBYIOIIMMHU COOBITUAMH JIEJICHUM W aMIUTUDUKALIUKA TTOCIEA0BATEb-
Hocted 5S p/IHK B nokycax xpomocoM 1-oii romeonornyHoi rpynmsl. [loka He
SICHO, CIy4YalHO JIM M3MEHEHHUs 3aTpParuBalOT TOJbBKO XPOMOCOMBI YKa3aHHOMU
TPYIIITHI?

C 5BOJIIOIIMOHHON TOYKH 3pPEHUS MPEACTABISAECT UHTEPEC CPABHUTH TEHOMHYIO
opranmzanuio 5SS p/IHK y cHHTETHYECKHX aJIONOIUIION0B C TaKOBOW Yy
€CTECTBEHHBIX IMOJMUIUIONA0B, HMEIOIIMX CXOAHbIM TeHOMHbIM cocraB. K
HACTOAIIEMY MOMEHTY JeTajnbHO u3yuyeHa opranusamms 5SS p/IHK y wmsrkon
mmeHunsl 1. aestivum ¢ reHoMHBIM coctaBoM BBAADD, aHanoruyHbM
F€HOMHOMY COCTaBy CHHTeTHYeckoro ammonoiurionga TTD20 x TQ27. VY
nmeHnns! caTel 5SS p/IHK pacnonokeHnsl Ha XxpoMocoMax NEPBOM U MATOU TPy
(Appels et al. 1980; Dvorak et al. 1989; Mukai et al. 1990). Caiitei Ha
xpomocoMax 1B u 5B Haubosiee WHTEHCUBHBIC,; MEHEE WHTEHCHUBHBIC CaANTHI
pacnoJiokeHsl Ha XxpomocoMax 1D, 5D, 5A, u Toapko npu O0JbIIOM pa3peuieHuu
yAaeTcs BBISIBUTH JOMOJIHUTENbHBIM CAaUT Ha XpoMocoMe 1A, UMEIMil o4eHb
HU3KYI0 MTHTEHCUBHOCTh. CuHTeTnueckuil amononumons TTD20 x TQ27 umeer
CXOJHYI0 KapTuHy rubpuamu3aiuu ¢ 30510M 5S p/IHK (Puc. 373), npuyem caiit Ha
xpoMmocoMe 1A mokaszan yMEHBIIEHHUE CUTHAajla MO CPABHEHUIO C POAUTEIHCKUM
BugoMm T. dicoccoides (Puc. 37x).

Kak moxazama CaysepH-rubpuauzanus mnociie oOpabotku reHomuout JHK
sHJoHYyKIeazon Msp |, Bux T. urartu umeer cnektp ¢pparMeHTOB PECTPHUKIIUH,

COOTBETCTBYIOIINHN TOJIBKO ogHOMY cyOcemeiictBy 5SS p/IHK ¢ nnunoit monomepa
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330 m.H. (puc. 386). [Ipu stom III[P-ananu3 mokazan HajaM4KWe y STOTO BUIA H
npyroro cyocemerictea ¢ Monomepom~ 0.5 triH (Puc. 398). Caiit y3naBanust Msp |
HAXOAUTCS B KOHCepBaTHBHOW koaupyromei yactu reHa 5SS pPHK (Puc. 36) u
BBISIBJIEH Yy OOJILIIMHCTBA nocieaoBarenbHocTeit 5SS p/IHK 3makoB, umeromuxcs B
0a3ax maHHbIX. Tak kak sHAOHYKJIea3za MsSp I dyBcTBHUTENbHA K METUIMPOBAHUIO
BHENIHETo 1uTo3uHa B cairte rujponu3a (mCCGQG), MOXXHO TMPEANOIOKUTh, YTO
OTCYTCTBUE€ B PECTPUKIIMOHHOM crektpe [. urartu ¢parmeHToB, cOOT-
BETCTBYIOIIUX cyOcemeicTBy 0.5 TIH, CBSI3aHO C METHWJIMPOBAHUEM YKa3aHHOIO
caiiTa y mocieaoBaTeIbHOCTEH 3TOoro cybcemeiictBa. Kak ObLIO yCTaHOBIIEHO
panee, cyocemeiictBa 0.3 u 0.5 TnH HaXoAsATCSA B JOKycax XxpomocoM 1A u SA,
coorBerctBeHHO (Dvorak et al. 1989). Cnemyer oTMeTHTh, 4YTO JIOKYyC Ha
xpomocome 1A numeer 0ojiee MHTEHCUBHBIN CUTHAT THOPHUIN3ALUY 110 CPABHEHUIO
co BTopeiM JokycoM (Puc. 376). B cmyuae renoB 5S pPHK, wumerommx
cnenupUuecKrii MexaHu3M TpaHckpunuuu nox AeiictsueM PHK-nonumepassr 11,
IPOLIECC MHAKTUBALIMM T€HOB COINPOBOXKIAETCA MX METHIMPOBAHUEM B COCTaBE
koaupyroriei yactu rera (Gerlach and Dyer 1980). He uckimodeHa BepoSITHOCTh
TOTO, YTO MHAKTUBUPOBAHHBIE T€HBI MOTYT JIMMUHUPOBATHCS B XOJI€ IBOJIIOIHH,
O/IHAKO, BIUSHHE METWIMPOBaHUA Ha 3kcrpeccutro TeHoB S5S pPHK wu
MOCJIEIYIOUTYIO UX SJMMUHALMIO €1Ee MPEICTOUT YCTAHOBUTb.

Amnonomumimonyy, TMU38 x  TQ27 neMOHCTpUpoBal — aAJAUTHUBHOCTH
HACJIEJIOBAHMS PECTPUKIIMOHHBIX ()PAarMEHTOB OT OOOMX pOAMTENEH, OJHAKO,
¢dparmenTsl oT Ae. tauschii ©Mern OTHOCHUTEIILHO HHU3KYH MHTEHCHBHOCTH (Puc.
3806). DTOT CABUT MHTEHCUBHOCTU B CTOPOHY (hparmeHTOB T.urartu oOHapyxeH B
KaXJIOM TpoaHaiauzupoBaHHoMm obOpasue JJHK amdunmonna (S,, S;). CHmxeHue
UHTEHCUBHOCTH (parmMeHTOoB Ae. tauschii Moker OBITH CBSI3aHO Kak C
METUJIMPOBAHUEM CalTOB Yy3HaBaHusa MSp [ B cocraBe COOTBETCTBYIOIIUX
nocnenoBarenbHoctert 5SS pJIHK, Tak u ¢ ux nuBepreHiuen, a Takke 4aCTUIHON
JENICMEN 3TUX TMOcClenoBaTebHOCTEM. Ha BEpOATHOCTH AeneunH yKa3bIBaeT
pPEAyKIMSl CUTHAJla B OJHOM M3 JIOKYCOB ajuiononumiouga (xpomocoma 1D),

npuHaUIeKanmx reHomy Ae. tauschii (Puc. 37r). Ilo BummMomy, yka3aHHOE
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M3MEHEHUE MPOMU30LUIO HAa CTAJAMHU S; WIA PAHEE U COXPAHSIOCH B CIEIYIOLIEM
MOKOJICHUHU.

C mnomompio [P nHam He ypamoch 3adUKCHUPOBATh KOJIWYECTBEHHBIC
n3meHenus 5S p/IHK y uzyuennsix amnononumionsios. [lo BunumMomy, 1uist 3Tou
neau HeooxomuMm IIIP-ananus cybOcemetictBe 5S p/IHK, mokanu3oBaHHBIX B
OTJENbHBIX JIOKycax. OaHako, koHcepBaTUBHOCTH reHa 5S pPHK u orpannuennas
IUTMHA MEXI€HHOTO  credicepa 0OO0yCNaBIMBAIOT  CIOKHOCTh — moadopa
cneuuduueckux mnparimepoB s [I[[P-aHanu3a nOKambHBIX KOJTMYECTBEHHBIX
m3menenuit 5S p/IHK y nomunnoungueix popm. Crnegyer otMeTuTh, 4To HU T1L[P-
meton, HU Cay3epH-TUOpUAU3aIvs HE BBISIBUJIM IOSBIICHUS HOBBIX ()parMeHTOB
5S pJIHK wunm momHOTO HMCuYe3HOBEHUS (HParMEeHTOB POAUTENHCKUX BUIOB Ha
pPaHHUX CTAIUAX 00pPa30BaHUS U3yUYEHHBIX AJUTOMOIUILIOUIOB.

AHaM3 NEPBUYHOU CTPYKTYPbl KIIOHHPOBAHHBIX ITOCHEAOBATENBHOCTEN 5S
pAHK wu3 renoma amnononumiounna TMU38 x TQ27 ne mokaszan Kakux-audo
CYILLIECTBEHHBIX W3MEHEHUN o CPaBHEHUIO c AHaJIOTUYHBIMU
MOCJIEA0BATEIBHOCTAMH POAUTEIBCKUX BUIOB.

Takum oOpa3zoM, MONyYEHHBIE PE3yJIbTaThl CBUJIETEILCTBYIOT O TOM, YTO Y
M3yUYCHHBIX CHHTETHUCCKUX aJUIONOJUIUIONIOB Triticum X Aegilops B meiaom
COXpaHseTCs CTPyKTypHasi opranuzauuss reHoB S5S pPHK, xapakrepnas s
COOTBETCTBYIOIIMX POAUTEIBCKUX BUAOB. Hapsay ¢ 3TuM, B Kaxaom u3
AJUTONIOJIMIIJIONIOB OBbUIM BBISBJICHBI KOJMYeCTBeHHbIe u3MeHeHus S5S pPHK
I€HOB, 3aTParvBarolle OTAENbHBIE JIOKYChl OJHOTO M3 POJUTEIBCKUX T'€HOMOB.
[Toxoxue u3mMeHeHus (nmeneruu) ObUTM OOHApYXEHBI HaMU Tpu aHaimuze 45S
pPHK renoB, npu 3ToM B NOCJHEAHEM ClIy4ya€ OHU COINPOBOXKIAIUCH MPOIECCOM
WHAKTUBAIIMK KOIWH, TMOABEPraBIINXCS dTUMHHAIMU (CM. TPEIBIAYIILYIO TJIaBy).
IIpencTouT BBIICHUTB: CBSI3aHBI JIM KOJIMYECTBEHHBIC U3MeHeHus reHoB 5S p/[HK
y aMUILUIONJI0OB C JKCIpeccHer 3Tux TreHoB. B oboux ciydasx HaMHu ObLIO
[OKa3aHO, 4YTO Impoueccel peopranuszauuu reHoB pPHK y cuHTeTHuUEeCcKHX
aM(UIUIONIOB HECTy4dyallHbl M BOCHPOU3BOJATCA B COCTaBE NPHUPOIAHBIX

AJJIOIIOIHUIIIIONI0B CO CXOAHBIM I'CHOMHBIM COCTaBOM. 910 YKa3bIBaA€T HA TO, YTO
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dbopmupoBanue cbamancupoBaHHoUW opranHusamuu reHoB pPHK mpoucxomut Ha
PaHHUX CTAaIUAX AUIONMOJUILUIOMIU3AIMK W 9Ta OPraHM3allUs COXPaHICTCsS Ha

MIPOTSKEHNH TAJIBHEUIIIEN HBOJIIOLINH.

4.3. VRN-1 rennl mnmeHHObl KAK MOAEIbL ?JBOJIOIHOHHBLIX W3MEHEHHH
rOMeO0JIOTMYHBIX F'eHOB B X0/1€ AJJIONOJUIIIOUAU3AINU

B O630pe nuteparypbl MpelCTaBICHbl COOBITHS, CBSI3aHHBIE C IMPOILIECCAMU
JUBEPIEeHIIMH TOMEOJIOTMYHBIX I'€HOB Y aJIONOJUIUIONI0B pactenuil (ri. 1.3.5.).
OTH MPOTIECCHI MPUBOAAT K TPEM OCHOBHBIM IMOCICACTBUAM: 1) yTpaTe GyHKIHH
rOMEOJIOTUYHOTO T€Ha B pe3yjbTaTe €ro ICeBAOreHu3anuu; 2) cyo-
(yHKUMOHANM3AUMM WIM W3MEHEHUIO0 NaTTepHa (crmocoba) peryisuuud IeHa B
pamMkax ToM ke ¢yHKIMU; 3) HEO(DYHKIMOHAIU3AUUU WM BO3HUKHOBEHHIO
BBIPOKECHHBIX CTPYKTYPHBIX HM3MCHCHHA B T€HE CO CMCHOW ero (yHKIUH.
Haubonee yacto ¢ukcupyeMbIMH SBISIOTCS 2 TMEPBBIX MEXaHW3Ma, TOT/Aa Kak
npuMepbl  HEO(PYHKIIMOHAIM3AIMM BECbMa OTPAHUYEHBI, YTO CBA3aHO C
TPYAHOCTSIMU TIOMCKa MOAOOHBIX JIOKYCOB M YCTAHOBJIGHHS MX OSBOJIOIIMOHHOM
uctopud. C  TOUKM 3pEHUA  PpACHIUPEHHUS  AJANTUBHOTO  IOTEHIIMAaja
AJUTOTIONIUTIJIONIOB B CPABHEHUU C JUIUIOMIHBIMH (hOpMaMH OTPOMHOE 3HAUYCHHE
UMEEeT MEeXaHU3M CyO(YHKIIMOHATU3AINH, TTOCKOJIBKY 3TOT MEXaHHU3M TO3BOJISIET
BapbUPOBATh PEAKIUIO HA T€ UM WHBIE YCIOBUS 32 CUET MEPEMEHHON aKTUBHOCTH
TOMEOJIOTUYHBIX TE€HOB, HMEIOIIMX  pPa3IMYHble TMATTePHBI  IKCIPECCHH
(Chauldhary et al. 2009). CriocoObl JUBEPreHIIMH TOMEOJIOTOB WHIUBUAYATbHBI
JUTSI KQKJIOTO T€Ha M 3aBUCAT OT TOTO,- KAKWE PAaliOHBI T€HA WUTPAIOT KITFOYCBYIO
poib B ero perymsiiuud. OcoOeHHO 3HAYMMBIMU JUIsl QIallTUBHOTO ycIexa
AJUTOTIONIUTIJIONIOB  SIBJISIIOTCS ~ TCHBI, OTIpENIENSAIONUE  JUTUTEIBHOCTD
BETETAIMOHHOTO TIEPHOJIa M BpeMsl HACTYIUICHHS (a3bl IBETCHUS, B TOM YHUCIIE,
ocHoBHOM reH- VRN-1, Bapuaius KoToporo BO MHOTOM OMpeIeNisieT pa3HooOpazue
SAPOBBIX Y O3UMBIX (OpPM TMIICHHUIBI, TPOU3PACTAIOIMIUX B PA3TUIHBIX

KIIMMaTU4YCCKUX YCIIOBUAX.
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4.3.1. Bnusanue cmpykmypHulX usmeHeHuil peyaamophuix paiionoe VVRN-B1l
2€HA HA e20 IKCHPeccur0 U epems KOA0ueHus

Ycnex B UCCIENOBAaHMM T€HETHMUYECKON PEryisiliuM OTAEIbHBIX JIOKYCOB BO
MHOTOM oOIpeenserca co3faaHueM 3()(PEeKTUBHBIX TeHETHUeCKHuX Mojnenei. B
Ka4eCcTBE TaKOW MOJICIM MbI HCIHOJb30Bamu jBe wu3oreHusie juHud (NIL),
MOJYyYEHHbIE B pe3yjbTare HHTporpeccuu paznuusHbix ameneit  VRN-Bl or
sipoBbIx coptoB Caparosckas 29 (remotun VRN-A1 VRN-B1® vrn-D1) u Tuamant
2 (remotum VRN-A1 VRN-B1°™ vrn-D1) B osummbii copr besocras 1.
[IpenBaputenbHO OBLIO TMOKa3aHO, YTO HWCXOAHBIE SPOBBIE COpTa TOYTH HE
OTIIMYAIUCh TO CPOKy KosomieHus. OjHako, JBe 3aMElICHHbIC JIMHUH,
MOJTyYEeHHBIC Ha OCHOBE 3THX COpTOB (reHoTHIThI VIN-Al VRN-B1® vrn-D1 u vrn-
Al VRN-B1°™ vrn-D1, cootBeTcTBeHHO) pasimnuanuck Ha 10-14 jHeil o BpeMeHH
BbIKOTammBanus (Malictpenko 1992). M3oreHHble JMHMH Ha OCHOBE COpTa
Besocras 1 mosBommimm Goxee Touno onpenennts s3ddext VRN-B1® and VRN-B1P"
ajuiesiell Ha YyBCTBUTEIBHOCTH K SIPOBU3AIIMU M BpeMs KojolmieHus. Paznuune 1o
BpeMeHU KoJjiomieHuss mexay i1Bz/S29 u iBz/Dm nunusmu cocrapnsuio 14 nHei
(Efremova et al. 2011).

[lepexon OT 03UMOro K SPOBOMY THITY Pa3BUTUS OOBIYHO ACCOIMHPYETCS C
MyTalUsIMU B peryisaTopHbix paiionax rena VRN-1, a umenHo: B mpomorope u 1-m
WHTPOHE. JTU MYyTalliU CYIIECTBEHHBIM 00pa30oM BIIMAIOT HAa BPEMsl HACTYIUJICHUS
PENPOMYKTUBHON (a3bl, TOITOMY UX aHAIM3 SBISICTCS KPUTHYECKUM JJIS
MIOHUMAaHHS PETYJISAIUYU Tpoliecca MHUIMAIK nBereHus (cM. 063op Distelfeld et
al. 2009). Ha ocHOBe CpaBHHMTEIBHOIO aHalW3a JOCTYMHBIX B 0a3aX JaHHBIX
nocnenoBareabHocTed  VRN-1 M3 renoma  MSTKOM — MIIEHUIBI, MBI
CKOHCTPYHUPOBAIHM TpaiiMepbl K 000MM PEryasiTOPHBIM palioHaM W MPOBEIH HUX
[II[P-ananu3 B cocraBe W30reHHbIX JIMHUK. llocimenyromee CeKBEHUpPOBAHUE
[TLP-ipoaykTOB noka3aio TIOJTHYIO UJICHTUYHOCTh MIPOMOTOPHBIX
nocienoBareabHocTet VRN-B1 B 000MX NTHHUSX M UCXOJHBIX COpPTax- JOHOPAX.
Takke 3TH MOCIENOBATENBHOCTH OKa3aJUCh WJIEHTUYHBI paHee H3YyYEHHOH B

cocraBe perneccuBHoro rema VRN-B1. Yan et al. (2004a) noka3anu OTCyTCTBHE
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noymMopdur3Ma B MPOMOTOPHBIX TMOCIEIOBATEILHOCTIX CPEIU JOMHUHAHTHBIX U
peueccuBHbix amteneir VRN-B1l. JlanHas o0COOEHHOCTb XapakTepHa W s
npomotopHoro paiioHa VRN-D1 rena. B ormimmume or VRN-B1 u VRN-DI,
paznuyHble JoMUHaHTHbIe auienu Jokyca VRN-ALl cBs3anbl ¢ HeOOJbIIUMU
uncepuuamu win aeaenusmu (VRN-Ala u VRN-ALD, coorBerctBenno) (Yan et al.
2004a). Omnako, HekoTtopble AoMuHaHTHBIC autead VRN-Al He MMEIOT Kakux-
an6o usmenenuii B mpomotope (Fu et al. 2005; Pidal at al. 2009). Bce st naHHbIe
YKa3bIBalOT Ha CYIIECTBOBAHHME albTepHATUBHBIX pailoHOB BHYTpH VRN-1 rena,
KOHTPOJIMPYIOIIMX OTBET Ha SPOBU3AIMIO. AHAIN3 Pa3IUYHBIX SIPOBBIX COPTOB
NIICHUIBl  TIOKa3all, 4To KpymHble nenenuud B 1-m untpoHe VRN-1 moryt
JICTEpMUHUPOBATH sIPOBOi 00pa3 ku3uu (Fu et al. 2005).

[Tony4yeHHbIE HAMU JTAHHBIE CIYXKaT JI0Ka3aTeIbCTBOM TOTO, YTO CTPYKTypa 1-
ro uHTpoHa VRN-1 He TONbKO BIMSET Ha YyBCTBUTEIBHOCTh K SIPOBH3ALMHU, HO U
MOJKET OINpPEEINATh pa3nuunue B cpoke kKomomeHus. C nomomisto [P n ananuza

1P™ 1 Vrn-B1°, merl

NEPBUYHON CTPYKTYPHI 3TOTO paiioHa BHyTpu ayuieneir VRN-B
OGHAPYKHIIN 3HAYMTENbHBIE OTIMYHs amnes Vin-B1°, cessanmsie ¢ nenermeii 0.8
tiH u aymaukaiuen 0.4 tia (Puc. 40). Kpome 3THX M3MEHEHUI HUKaKKUe APYTrHe
pasmuumst mexny VRN-B1P™ u Vrn-B1° me 6bum oGHApYKEHBI, HH B COCTaBE
KOMMPYIOUINX OK30HOB, HH B Apyrnx wuHTpoHax. Ammems VRN-B1P", 3a
UCKJIIOYEHHEM OJIHOM HYKJICOTHIHOW 3aMeHbl B 1-M WMHTpOHE, HE OTIMYAJCS OT
panee uzydenHnoro awiens VRN-Bla. Mer 0603Haunaum HOBBINA ajliesb VRN-B1°
kak VRN-B1c, uro6sl nomguepkuyth ero ornuure ot VRN-Bla u amnens VRN-
B1b, umeromero oarny SNP u nenennto 36 1mH B IEpBOM MHTPOHE 110 CPABHEHHIO C
VRN-Bla (Santra et al. 2009).

Crnenyromeit  3amadeid  ObUT  CpPaBHUTENBHBIM  aHAIU3  AKCIPECCUU
(tpanckpunuun) amneneii VRN-Bla u VRN-B/c ¢ uenbvio BbIsIBIEHUS CTEeHU
BJIUSIHUSA CTPYKTYpHbIX U3MeHeHHil B nepBoM uHTpoHe VRN-B/c Ha ypoBeHb
TpaHckpuniuu reHa. Ananu3 Ttpanckpunuun VRN-Bl B nmcTOBBIX amekcax

W30TE€HHBIX JIMHUM Ha cTaauu 3-ro Jructa oOHapyxwmi1 10-kpaTHoe MpeBBbIICHUE

KOJMYECTBA TPaHCKpUNTOB B JmHUU ¢ ayeneM VRN-B/c mo cpaBHenuio ¢
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muauer, coaepxkainieid VRN-Bla (Puc. 42). YpoBeHb TpaHCKPUIIIIUN HA CTAIHH 5-
ro JIHCTa B TOCIEAHEH JTUHHUHM OBLT COMOCTaBHUM C YPOBHEM TPaHCKPHUIINH B
auaud ¢ VRN-BI/c wa cragum 3-ro gucta (Puc. 41). Bomee BbicOKas
TpaHCKpUMIMOHHAss  akTUBHOCTH,  amiens VRN-Blc  koppenupoBanma  co
3HAYUTEIIHLHO 00JIee PaHHUM CPOKOM KoJtolieHus y Junuu 1:Bz1/S29 (cm.Bbite).

Bosnukaer Bonpoc: KakuM 00pa3oM CTPYKTYpHBIC U3MEHEHHs B cocTaBe 1-To
untpoHa VRN-B1c moryTr o0ycnaBiuBaTh MOBBIIICHHBIA YPOBEHb TPAHCKPUITIIUU
u Ooyiee paHHEE KOJIOUIEHWE COOTBETCTBYIOIIEH W30r€HHOW JIMHMH. BakHoe
3HaYeHue 1-ro uMHTpoHA OBUIO TMOKAa3aHO OTKPBITHEM, IO KpaiiHell wmepe, 15
HE3aBUCUMBIX JIeJICUH M JBYX MHCEPUUNA TMOBTOPSIOIMIUXCS DJIEMEHTOB,
ACCOLIMMPOBAHHBIX C SPOBBIM THIIOM Pa3BUTHSA y MIIECHUIBI W suMmeHs (VOon
Zitzewitz et al. 2005, Dubcovsky et al. 2006, Fu et al. 2005, Cockram et al. 2007).
Kax npaBwmiio, 3Tu MyTanuu 3aTparuBarOT OAWH U TOT e paloH JIMHON 2.8 TITH,
MPUJIETAIOIINKA K JIEBOM I'paHule MHTpoHa 1. bonee TOro, HayanbHBIM y4acTOK
sTOro cermeHTa JmHoN 440 TH MPOSIBISET BHICOKYIO CTENEHb KOHCEpBaTH3Ma Y
nmeHnnbl ¥ sumens (Fu et al. 2005). Crenyer moauepkHyTh, 4TO HaOJIIOacMbIe
u3menenus: BHyTpu VRN-B1lc taxxke 3arparmBaror 5'- draaHKUPYONIYIO
nocieaoBareabHOCTh 1-ro uHTpoHa (Puc. 40). DT M3MEHEHHS MOTYT SJIMMUHH-
pOBaTh CBA3BIBAIONIMKA caiiT it mpeanoiaaraemoro perpeccopa VRN-1 (Fu et al.
2005), unn oKa3pIBaTh SIMUTCHETHYECKOE BJIMSHHE HA COCTOSHHE OKPYKAIOIIETO
xpomatuHa (Trevaskis et al. 2007).

beuto mokazano, uto coctosiHue penpeccun TreHa VRN-1  nmocruraercs
BBICOKMM YPOBHEM METHJIMPOBAHUS THCTOHA H3, M ypoBEHb €ro METUIUPOBAHUS
3HAYUTEILHO YMEHBIIIACTCS B PE3YJIbTATE JCICINI, MEPEKPHIBAIOIINX HAaYano 1-ro
untpona (Oliver et al. 2009). AHanornyHOe BHICOKOMETHIIMPOBAHHOE COCTOSTHHE
OCelKOB XpoMaTWHa OTBEYaeT M 3a TojaBieHue dkcrpeccun reHa FLC
apabujioricuca, Koaupyromero oenok- penpeccop nserenus (De Lucia et al. 2008;
Heo and Sung 2011). MsI npearnosaraeM, 4To U3MEHEHUSA B 1-M HHTPOHE aJuIeIs
VRN-Blc wmoryr mnpensTcTBOBaTh CBSI3BIBAHMIO  OEJIKOBOTO  KOMILIEKCA,

MHULAHAPYIOUIET0 mpouecc MetuaupoBaHus ructoHa H3. CHukeHue nponecca
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penpeccupytomero MerwnupoBaHuss H3  mpuBoguTr K Oonee  aKTUBHOMY
COCTOSIHHIO XpOMaTHHA M, KaK CJIeACTBUE, MoBblieHHON TpaHckpunimu VRN-BIc,
otHocutensHo VRN-Bla. B pesynbpraTte Oonee paHHee HaKOIUIEHHWE TPAHCKPUIITOB
VRN-B1 Bsimie moporoBoro ypoBHs B jmHuu 1:BzZ1VRN-B1C MoxeT sABIATHCS
OPUYMHON JJid 0oJiee paHHETro CpoKa KOJIOUICHHS Y ATOW JIMHUU OTHOCUTEIHHO

aunuu 1:Bz1VRN-Bla (Puc. 56).

A

vrnB1 1

I HepBblﬂ HHTPOH I I I I |

(9.6 THn)

VinBla

i l'IepBbm HHTPOH

(mestenus 6.8 THH)

VinBlc q
Hepm,m HHTPOH IIO I I I I |

cpaBHeHMIO ¢ VrnBla
(,[[e.J'lellﬂﬂ 0.8 ToH,
aynaukanus 0.4 Tnn)

- =5}
N
w

Puc. 56 BnusHue cTpykTypHbIX u3MeHeHui B mnepBoM uHTpoHe VRN-Bl Ha
TPAHCKPUMIMIO M (EHOTUN pacTeHusi. A- cXxeMa CTPYKTYpHOW OpraHu3aiuu
pasnUYHBIX alieNnbHBIX BapuaHToB: VIN-Bl; VRN-Bla; VRN-Blc. UYepnsie
BEpPTUKAJIbHBIE TMPSIMOYTOJBHUKH 0003HAYalOT HK30HBI. [lokazaHbl: KpymHas
nenenus B coctaBe nepBoro mHTpoHa VRN-Bla oTHocuTenbHO pereccUuBHOTO
atenss vrn-Bl, a Ttaxxe wusMmenenuss BHyTpu neporo uHTpoHa VRN-Blc
OTHOCHUTENIBHO JoMuHaHTHOTO ajuiens VRN-Bla.

b- tpanckpunuus amnenei: vin-B1l B copre mmenunst bezocras 1; VRN-Bla u
VRN-B1c B u3oreHHbIx JuHUsX copTa be3zoctas 1 Ha pa3nMuHbBIX CTagUsAX
pazButus (1- 3 mucra, 2 — 4 naucta, 3 — 5 Ucrta).

B- cxemaTnueckoe nzoOpakeHue (peHoTumna MIIEHUI] C PerecCuBHBIM VIN-Bl u
noMuHaHTHBIME ajuiensiMu reHa VRN-B1 Ha 8 Henene pa3Butus

C yuerom OoJee BbICOKOTO YpoBHS TpaHckpumniuu amiens VRN-BIc,
cienoBano oxuuatb, uyro ypoBeHb VRN-B1l tpanckpunuuu y rubpugos Fi,
MOJIYYCHHBIX OT CKpPCIIMBAHMS U30TCHHBIX JTUHUN Oyner Oosee OJM30K K JIMHHUH
I:Bz1VRN-Blc, yem k muuuu 1:Bz1VRN-Bla. Opnako, Kak IO YpPOBHIO

tpanckpumiuu (Puc. 42), tak u no ¢enoruny (Cpok KOJOMICHHUS) ruOpuasl Fq

nokasbIBam Oosbie cxoncrsa ¢ smHuel 1:BzZ1VRN-Bla (Emtseva et al. 2012a).
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[Ipu sTOM ypOBEHb TpaHCKpUIIIMA B F; Haxomuics B mpeaenax IMHAPOKOTO
CTaHAAPTHOTO OTKJIOHEHUS, YTO 3aTPYyJIHSET MHTEpIpeTalnio JaHHbIX. bynymue
WCCJICIOBAHMS TIO3BOJIAT 00JIee JETATbHO OICHUTH XapakTep B3aUMOJCUCTBUS
mexay neymst VRN-B1 amnemsmu.

B nanHoli paboTe TpaHCKPHUIILIMOHHAS AKTUBHOCTH JOMHHAHTHBIX ajuiesied
VRN-1 (Vrn-Al > Vrn-Blc > Vrn-Bla) koppenupoBanga co CpOKOM KOJIOIICHHS,
YCTAHOBJICHHBIM I COOTBETCTBYIOLIMX HW30TC€HHBIX JMHUNA. DTOT pe3yJbTaT
corjiacyercss ¢ JaHHBIMU TpaHCKpuniuoHHoro aHaimm3a VRN-1, y wu30reHHbIX
muaui “Triple Dirk’ (Loukoianov et al. 2005). DroT aHanu3 BeIsBIII O0Jiee paHHEE
otHocutenibHo  apyrux romeoamtened (VRN-B1 u  VRN-D1) mnossieHue
tpanckpunToB VRN-ALl B nucThsX u anekcax pacteHuid. HauBwicmiuii ypoBeHb
skcnipeccud VRN-AL rena oOecrieunBaet snuctaTuyeckuil 23 GekT mocaeaHero Ha
nomuHantHbele amnenu VRN-B1 u VRN-D1. Pannecnenvie coprta Msrkou
TMIIEHUIIBI, KaK MpaBmiio, HecyT JoMuHaHTHBIN reH VRN-AL, Tora kak MOHOT€HHO
nomuHantHeie 1m0 VRN-B1l (umm VRN-D1) copra sBISFOTCS MO3IHECHICIIBIMU
(Pugsley 1971; Kosner and Pankova, 2004). Opnako, pa3iu4me IO CPOKY
konomenus mexnay auHusMd ¢ VRN-Al u VRN-Blc cocraBiser mpumepHO
noJioBUuHY OT pasHuibl Mexnay juausMu ¢ VRN-AL u VRN-Bla. Ortot dakt
BriepBbie TOKa3biBaeT, uTo reH VRN-Bl, u3HavalibHO XapakTepuzyemblid Kak
«cJ1abplii» TeH OTBETa Ha APOBU3AIIUIO, MOYKET UMETh JOBOJIBHO CHIIBHBIN d(PdekT
B 3aBUCUMOCTH OT CBOETO aJUICTLHOTO COCTOSHUS.

MpbI Takke TPOBENIM aHAIW3 B3aWUMOJCHCTBUS MEXIYy IOMHHAHTHBIMH U
peueccuBHbiMU romeoasuiesnsimu VRN-1. B npucyTcTBHM 0OIHOTO JOMUHAHTHOTO
aenst (VRN-AL win VRN-B1), perieccuBHBIC ayien TOMEOJIOTHYHBIX JIOKYCOB
HauyMHAIM TpaHckpuOupoBathes (Puc. 41). OOHapyXeHHEe TPAHCKPUIITOB peIec-
cuBHBIX TeHOB VIN-B1 u vrn-D1 B anekcax nuauu 1:Bz1VRN-A1, vaunnas ¢ 3-ro
JIUCTA, COOTBETCTBYET paHEE IONYYCHHBIM JIaHHBIM, KOTOPBIC ITOKA3bIBAIOT
HAYaj0 TPAHCKPHIIIMU 3TUX I'€HOB Ha TOW e craauu B auaun Triple Dirk D’
(VRN-Alvrn-Blvrn-D1) (Loukoianov et al. 2005). VYpoBHH TpaHCKPHUIIIHH

pEleCCUBHBIX TE€HOB VIN-1 ObUIM MPOMOPLMOHANBHBI YPOBHIO TPAHCKPHUIIIIUU
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JOMUHAHTHOTO romeoamiens W BiausiHue aomuHantHoro ajmiens VRN-1 Ha
PELECCUBHBIE  KOPPEIUPOBAIO C €ro COOCTBEHHOM  TPaHCKPUIIIMOHHOMN
aktuBHOCTRIO (VRN-A1 > VRN-Blc > VRN-Bla) (Puc. 41). Hamm pe3ynbTatsl,
TakuM o0pasom, nmoarBepauan aanabie Loukoianov et al. (2005), ykassiBarorue
Ha CKOOPJUHUPOBAHHYIO TPAHCKPHUIILIUIO TOMUHAHTHBIX U PELIECCUBHBIX ajlienei
VRN-1 u uxX COBMECTHOE BIUSHHE Ha TMEPEeX0j]] K TeHepaTWuBHOU ¢aze y
HESPOBU3UPOBAHHBIX PACTCHHM.

Panee Oplma mpeiokeHa MOENb, KOTOpas MpearnoJiaraeT CyIIeCTBOBAHUE
oOpatHO# ¢yHKIHMOHATBHOU cBs3u Mexay reHamu VRN-1 m VRN-2 (Loukoianov
et al. 2005). CormacHo »5todi Mmopmenu, mpoayktr reHa VRN-1 oxkasbiBaer
cymnpeccupyromiee Biusane Ha reH VRN-2, mpoayKT KOTOporo, B CBOIO O4Ye€penib,
MOJIaBJIIET TPAHCKPHUIIIIMIO PEIECCUBHBIX ayieneit VIn-1. B cooTBeTCTBUM C 3TOM
TUMOTE30M MBI OOHApYXWIN yMeHbleHne TpanckpunToB VRN-2 B M30TeHHBIX
JUHUAX ¢ 3Kcrpeccupyromumucs amensimu VRN-B1, koropoe, oanako, ObuLIo
HepoctoBepubiM (Puc. 42). Cxomnoe cHmkenue tpanckpumnmuu VRN-2 Obuto
oOHapyxeHo B JymHuAX Triple Dirk, wuMemuX TMOBBIMICHHBIA YPOBCHb
tpanckpuntoB VRN-1 (Loukoianov et al. 2005). Craemyer cka3aTh, 4TO B
HACTOSIIIIMA MOMEHT HE CYIIECTBYeT JaHHBIX, IMOKA3bIBAIOIIUX TMPSIMYIO
perymsamuto VRN-1 mpoagyktom rena VRN-2. Bomee Toro, HEKOTOpHIE aBTOPHI
nokasanu, 4to 3pdexr VRN-2 nHa aktuBHOCT, VRN-1 siBnsiercs ¢oromnepuo-
3apucuMbIM (Trevaskis et al. 2006; Hemming et al. 2008). Dro npeamnonaraer
Henpsimoe BiugHue VRN-2 nHa skcnpeccuto VRN-1, BO3MOXXHO, MOCpPEACTBOM

perymsiiun ypoBHs akcripeccuu reda VRN-3 (FT) (Puc. 19).

4.3.2. Paznooopazue VRN-1 zannomunoe, onpedenawwiux apoeoii oopas
HCUZHU Y 26KCANIOUOHOI NULEHUL bl

Pa3paboTka u TecTupoBaHHE CIEIMUPUICCKUX MPaiiMEPOB MPHUTOAHBIX IS
uaeHTUUKAIIM  BCero  pasHooOpasusi  amneneir reHoB VRN  sBisercs
HEOOXOMMBIM TIPEBAPUTEIBHBIM ATANOM I OBICTPON M d(D(PEKTUBHON OIECHKH

AJIJICJIBHOTI'O HOJ'II/IMOp(bI/ISMa 9TUX I'CHOB B PACTUTCIbHOM MATCPpHAJIC PA3JIMIHOI'O
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npoucxoxaeHus. Panee mis ckpunuara reHa VRN-AL 0ObIYHO HCIIONB30BAUCH
TPU Mapbl MpaiMepoB, KOTOPBIE MO3BOJSIOT HIACHTU(PHUIIMPOBATH aJUICIIbHbBIC
BapuaHTBl B mpoMoTopHOM paiione: amienmn VRN-Ala m VRN-Alb, wmm 1-m
uatpore- VRN-ALc (Yan et al. 2004a; Fu et al. 2005). ITo oxHo#t mape mpaiiMepoB
Ha TeH OOBIYHO TpUMEHsUTHCH Ui uaeHTudukanuun reHoB VRN-B1 u VRN-D1,
caMble PACIPOCTPAHCHHBIC AJJICIIM KOTOPBIX COJEP)KAT KPYITHBIE JECIUN B
nepsoM unTpoHe: VRN-Bla u VRN-D1a (Fu et al. 2005). B gomonHenue K HuM,
Mapkepbl it Tera Vn-B3 (Vrn5) Taxke MCHOIB30BAIKCH IS aHAIM3a SPOBBIX
coproB mmenunbl (Yan et al. 2006). [TozgHee OblTa ycTaHOBIICHA JIOKATH3AIUS
rera Vrn4d u paspabotansl Mapkepbl k 3Tomy reny (Yoshida et al. 2010). I'ensr
Vrn-B3, Vrn4d sBisioTcs MOMOJHUTEIBRHBIMA T€HAMH SPOBU3AIMHM M WX BKJIAI B
dbopMHpoBaHUE aJUIETBHOTO pa3HOOOpa3usi COPTOB MSTKOM MIIEHUIIBI BeChbMa
orpanudeH. [lo MaHHBIM pPa3IMYHBIX aBTOPOB HambOOJEe PacrmpoCTpaHEHHBIMHU
apiaroTest awtenn redoB VRN-1,  ocobenno amrenn VRN-A1l u VRN-BI.
NuTepecHo  OTMETHTH, YTO CpeAd KHUTAMCKUX  COPTOB, TPAAUIIMOHHO
KYJIbTUBUPYEMBIX KaK O3WMBIC IIMPOKO PaCHpOCTPaHEH JOMHUHAHTHBIN ajieh
VRN-D1 (Zhang et al. 2008). 13 147 spoBbIX COPTOB KUTAHCKOTO MPOUCXOXKICHHUS
B 10 coprax He ynanoch BBISIBUTH NMPUCYTCTBHE JTOMHWHAHTHBIX ajliejedl Te€HOB
VRN-1, ocHoBbIBasick Ha pa3pabOTaHHBIX Mapkepax. B 3Toil cBsi3U MHTEpPECHO
COITIOCTABUTh JaHHEIC IreHeTHdeckoro aHamm3a u IIIIP-anamm3a amremeirt VRN-1,
MOJIyYeHHbIE HA MaTepuaje SPoBbIX COPTOB ceBepo-3anagHoro nodepexns CHIA.
N3 35 u3ydeHHBIX COPTOB COOTBETCTBHE MEXKIY OOOMMHM THUIIAMH JAHHBIX OBLIO
oTMedeHo Toibko s 17 copror (Santra et al. 2009). Eciau paccmarpuBath 1Mo
WHIUBUYaJIbHBIM JIOKyCaM, TO HauOOJIbIIEe PACXOKICHHE MEXTY pe3yibTaTaMu
reHeTrnaeckoro ananusa u [11{P-ckpununra ObUTO OTMedeHo ais yokyca VRN-B1
(88%), a Taxoke VRN-D1 (12%), Torna xak aas VRN-ALl HEUKaKoro pacxoIeHHs
oTMedeHo He Obuto. Bece st (akThl roBopsaT o Tom, yTto mius reHa VRN-AL
cyliecTByromue Ha TOT MOMEHT [II[P-Mapkepbl XOpoIIo 0XBaThIBAIM UMEIOLIEECS

AJIJICJIBHOC pa3Hoo6pa31/Ie, B TO BpEMA KaK AJI JABYX APYIHX I'€HOB-T'OMCOJIOTOB
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MapKepbl ObUTH HEJ0CTaTOUHO (D (EKTUBHBI U B 3TUX ClIydasx TpeOOBajCs MOUCK

HOBBIX, 00siee 23(HEKTUBHBIX CUCTEM MapKEpOB.

1 Tt
1.1 T
TD-B (Vin-Bla)—
| |
Sar29 (in-Ble)- e O THH |
| |
| |
Tnfrl Tntrl/B/F Tntrl/B/R3 Tntr2
> > < <
Henermsa TyTUmHKAaT s
0.8 T :
IIpomotop K3l HuaTtpon 1 IK32
< ><>< ><>

Puc. 57 Yactuunas cxema nokyca VRN-B1l c paspaGotanHpiMH K HeEMy
Mapkepamu i BeisiBiieHUs ocHOBHBIX ajieneit: VRN-Bla u VRN-Blc. Ctpenku
HaJl CXEMOHM yKa3blBalOT TMO3MLIMKM creuuduueckux mnpaiimepo. Hasepxy
oTMeueHbl auarHoctudyeckue mnpoaykrel I[P ana oboux amneneir VRN-B1

(Shcherban et al. 2012).

[Mpaiimepsr Intrl/B/F u Intrl/B/R3 (Puc. 57) mmpoko ucnons3oBanuck B [TL[P-
ananu3ze VRN-B1l nokyca st neTeKIMu KpPymHOW Jeienuu B 1-M HHTpOHE,
KoTtopasi xapakrepHa s awtens VRN-Bla (Fu et al. 2005; Igbal et al. 2007,
Santra et al. 2009). B otaensHBIX paboTax ObUIM 3aMKCHPOBAHBI CIIydyan- KOTAa
JaHHAsT KOMOWHAIMS HE JaBajia MPOAyKTa aMIUTM(DHUKAIIMN, HECMOTPS Ha HAIUNYUE
nomuHaHTHoro Jiokyca VRN-Bl mo pe3ynbraraM reHEeTHYECKOTO aHaiu3a (CMm.
Beiie). B namem mpeaBaputensHoMm I[P uccinenoBannm 26 spoBBIX COPTOB
MSITKOW TIIEHUIBI MBI OOHAPYXHJIM / COPTOB- HOCHUTENEH JOMHWHAHTHOTO TeHa
VRN-B1, y koTOphIX T€M HEe MEHEe OTCYTCTBOBAJIM MPOAYKTHl aMILTH(PUKALIMKN C

BBINIICYKAa3aHHON KomOuHarmel npaiimepoB (Shcherban et al. 2011). Hcnonb3ys
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npaiimep Intrl/B/R3 B komOmHamum ¢ pa3paboTaHHBIM Hamu mpaiimepom Intrl,
mit 6 w3 7 coproB Obun moayden [IIP mpoaykt mmuHOM ok. 0.7 ThoH,
COOTBETCTBYIOIIMI  BIIEpBbIE OxapakTepu3oBaHHOMYy Hamu ayento VRN-Blc
(Puc. 57). CexBenupoBanue mnpoaykro [IL[P moaTBepauio Hanuuue TaHHOTO
ajienst y 3Tux coptoB. OTCYTCTBUE MPOAYKTA C MEPBOM KOMOMHAILIUEH paiMepoB
B ATHX CIIy4asiX OOBSICHSETCS JOMOJHUTEIbHOU Jenennel, KoTopasi mepeKpbIBaeT
caiiT okura mnpaitmepa Intrl/B/F. Takum oOpa3om, UCIOJIb30BaHUE KOMOMHAIIUN
Intrl //  Intrl/B/R3 mno3Bomsier 3pQeKTHBHO ITUCKPUMHUHUpPOBATH 00a
pacnpoctpaHennbix amiens VRN-B1. Kak nokazan nanbHeimuii ananus 00JbIIon
KOJUICKITUU SPOBBIX COPTOB MSTKOM IMINEHUIIbI YKa3aHHAs KOMOWHAIIUS TTO3BOJISIET
IOCTaTOYHO 3(P(EKTUBHO OILICHUTh HaIWuue AoMHHAHTHBIX amened VRN-Bl
(Shcherban et al., 2012; Shcherban et al. 2015a). Tem He MeHee HEIb3s
UCKIIFOYUTh HAJU4Msl JPYTrUX JOMUHAHTHBIX ajuieledl JTaHHOTO JIOKyca, He
BBISBJISIEMBIX C TOMOIIBIO ATOM cucTeMbl. OJHUM W3 TaKUX PEAKUX aJleneit
seisietcs atenb VRN-Alb (Santra et al. 2009). Dtor amitenb MOXHO pac-
cMaTpuBaTh Kak MoauduuupoBaHHbIM BapuanT amwiens VRN-Bla, tak kak, mo
CPaBHEHUIO C MOCJIEIHUM, OH COJIECPKUT HEOOMBIYIO nenelnno 36 mH B cocTase |-
ro MHTPOHA, KOTOpasi, MO-BUJUMOMY, HE UMEET KaKOTO-JTHOO JOMOJHUTEIEHOTO
a¢dekTa Ha CPOK KOJIOMICHUS WIIM YyBCTBUTEIIBHOCTH K spoBu3anuu. Milec et al.
(2012)  paspabortanu cBow KoMOwHaiuio mpaiimepor (“multiplex PCR?”),
no3BoJisitolyto uaeHtuduuuposars Bee 3 amiens VRN-B1 B oaHoit peakiuu mno
Hanmmuuto [T1[P-mapkepos mmunoit 1675 (vrn-B1), 1235 (VRN-Bla), 1199 (VRN-
B1lb), 849 (VRN-Blc) mu. C wucmojn30BaHMEM O3TOM CHCTEMBI OBbLI IPO-
aHAJIM3MPOBaH OOLIMPHBIN MaTEpHall COPTOB U JIMHUN MATKOMN MILIEHULIBI CO BCETO
MHpa U mnoka3zaHo, uro amenb VRN-Bla siBisieTcss cambiM pacrnpocTpaHEHHBIM
cpeau anmnenedt VRN-B1 nmokyca (55.3%), Torna kak peneccuBHbIi amienb VIn-Bl
obnapyxeH y 31.5% oopasuos. Amienn VRN-B1b u VRN-B1cC naiinensr B 5.3 u
7.9% o0pa3ioB sipoBoii mieHuipl, coorBercTeernno (Milec et al. 2013). Ipu sTom
amnenb VRN-B1b umeer nanbombiee pacrnpocrpanenne B CeBepHoit u FOxHO#M

Awmepuke, a takke Asuu, nu HauMmenblee- B EBpone (1.1%). Ognako, cnenyet
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oOpatuTh BHUMaHHe, 4TO oleHka pacrpoctpaneHuss VRN-Blb moxer ObiTh
HEJIOCTOBEPHOM H3-32 HEBO3MOXKHOCTH JOCTAaTO4HOTrO paspemenus [ILP-
mapkepoB VRN-Bla u VRN-B1b B ycnoBusx araposnoro snekrpodopesa. 1o atoi
IpUYMHE B CBOEM HCCIICIOBAaHUU MBI Hcmoib3oBaau mapkepbl VRN-B1 Ha ocHOBe

Intrl // Intrl/B/R3 mpaiimepos.

4.3.2.1. Poccuiickue aposvie copma

[Tpoanamm3upoBar 90 sIpOBBIX COPTOB MATKOW MIICHHUITBI, PACTIPOCTPAHCHHBIX
B Poccum wm Ha mnpunerarommx TeppuTOpusX YKpaumHbl M KazaxcraHa, Msl
nokasanu, yto ajuiesib VRN-Ala siBnsiercss Hauboliee pacipoCTpaHEHHBIM aJljielieM
(83.3% coptoB) (Ta6n. 2 npwiokenus; Puc. 43). YuuTsiBas KOPOTKHIA TEPHOJ
BEreTallid U OTCYTCTBHUE YCJIIOBHM SPOBHM3AIlMM B TEUEHWU STOTO NEpHOJa Ha
oonpmeit Tepputopun Poccun (Goncharov and Shitova 1999, Goncharov 2004),
HEYYBCTBUTEIBHOCTh K SIPOBH3AIINHU, MO-BUIUMOMY, SIBIISICTCS TPEHMYIIECCTBCH-
HbIM (DEHOTHUIIOM B 3TOM PErHOHE. DTO MOXKET OOBSICHUTH MOYEMY POCCHICKHE
CEJICKIIMOHEPHl OCO3HAHHO WJIM HEOCO3HAHHO OTOMpaIM HEUyBCTBUTEIBHBIN K
spoBu3annu ateab VRN-Ala. Pannee kojomeHne U co3peBaHre, CBOMCTBEHHOE
coJiepKalieMy STOT ajuiellb TE€HOTHITY, TMO3BOJSET M30€KaThb PaHHUX OCEHHUX
3aMOpPO3KOB, KOTOpPbIE MOTYT CYIIECTBEHHO CHHU3HUTHh ypPOKaWHOCTh M KadyecTBO
3epHa. J[aHHBIN aisienb, Kak ObLJIO paHee MOKa3aHo, TAKKe MPUCYTCTBYeT y 85%
KaHaJCKUX sApoBbiX copToB mmeHuIs! (Igbal et al. 2007), a Takke y OonbIIMHCTBA
coBpeMeHHBIX sipoBbix copToB CIIIA, Aprentunst u Kuras (Yan et al. 2004a,
Zhang et al. 2008, Santra et al. 2009). B namrem ucciaenoBanuu amteab VRN-Ala
oOHapyxeH B komOuHanmu ¢ JoMuHaHTHBIMU VRN-B1 annensmu y 75.5% coproB
(murenHo-noMuHaHTHBIE copTa). [JomunanTHbie amienu VRN-B1 oOycnaBnuBaroT
cnabyl0 YyBCTBUTEIBHOCTh K SPOBU3AIMH, TPHUBOAS K Oojee MO3THEMY
nBeteHuto. OnHako, sspoBbie TeHoTHMbl, coaepkamue VRN-B1l B komOunamuu c
nomuHaHTHBIM VRN-AL mposBIISIIOT HEYYBCTBUTENBHBINA K SPOBHU3AIMU (DEHOTHTI,
Omarogaps snucratuaeckoMy 3¢ dexty nociaeanero rena (Pugsley 1971). 13 Bcex

M3YYEHHBIX HAMH POCCHUHCKUX SIPOBBIX COPTOB miueHUIlbl, 48.8% umenu ansens
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VRN-B1a, torma kak 44.4% conepxam VRN-B1c (Puc. 43). OcraBmmecs: copra
(6.8%) sBIsIIMCH HOCUTENSAMH perieccuBHOrO reHa VIn-B1l. Tonbko oaun copt u3
Kazaxcrana coxpepxkan npomunHanTHeii amiens VRN-Dla no wHammuuio
JUArHOCTHYECKOTO MPOAyKTa aMmIumMukanuud ¢ npaitmepamu Intrl/D/F [/
Intr/D/R3 (Tabn. 5; Tabn. 2 npunoxenus). Takum oOpa3om, Hambosee pac-
npoctpanennbiii rammotun VRN-Ala VRN-Bla vrn-D1 6vin BeisiBien y 45.5%
U3YYEHHBIX POCCHUHCKHUX COPTOB; BTOPOM MO PACHpPOCTPAHEHHOCTU TaIrJIOTHII
VRN-Ala VRN-Blc vrn-D1-y 32.2% copros.

MoHorenHo-gomMuHanTHele ramwiotunsl VIN-Al VRN-Bla vrn-D1 u vrn-Al
VRN-Blc vrn-D1 Obumn ycranoBiensl y 3.3 u 8.8% poccHiiCKUX COPTOB,
cooTBeTCTBeHHO. ClenyeT OTMETHTh, YTO IOCIEIHSS TPyMMa TpEICcTaBlicHA B
OCHOBHOM COPTaMH, MPOMU3pACTAIONIMMU Ha TeppuTopun 3anagHor Cubupu u
Kazaxcrana. [Tockonbky amnens VRN-B1C onpenenser Gosiee paHHee KOJIOIIEHUE
o cpaBHenuto ¢ VRN-Bla (Efremova et al. 2011), To npeobmaganue VRN-Blc
Cpenu COPTOB C MOHOTEHHBIM KOHTpOJIEM sipoBH3anuu B 3aranHoit Cubupu u
KazaxcTane MOXXHO OOBSICHUTBH CEIICKTUBHBIM MPEUMYIIECCTBOM JaHHOTO aJlIeis
JUTSI PETHOHA C TTOBBIIIEHHBIM PUCKOM PAaHHUX OCEHHUX 3aMOPO3KOB.

Pe3ynprarel HamMX HMCCIECAOBAHUN ITOKA3bIBAIOT, YTO HEUYBCTBHUTEJIBHBIA K
spouzaiuu aieib VRN-Ala B komOuHanuu ¢ gomuHaHTHBIM VRN-B1 (VRN-
Bla wmu VRN-B1C) oGecrieunBaeT ONTHMAlbHYIO adalTHBHOCTD M TPOJIYK-
TUBHOCTh SIpOBOM MIIeHUIbl Ha Oosbiied yactu Poccun. IlomydenHbie
PEe3yNbTaThl COTIACYIOTCS C paHee OMyOJMKOBAaHHBIMH JAHHBIMH O TEHETHYECKOM

KOHTpOJIC SPOBHM3AIMK B OTCUECTBEHHBIX COpTax spoBoil miieHuipl (Goncharov

2002, Stelmakh 1990).

4.3.2.2. Bnuanue z2enoe VVRN-1 u PPD-DI na epema KonouieHus @

Esponeiickux apoevix copmax

Hcrnonp3yss AMArHOCTUYECKUE MOJICKYJISIPHBIE MapKepbl Il OOJBITMHCTBA
pacnpocTpaHeHHBIX ayuieneid 1okycoB VRN-1, BIusOmMUX Ha 9yBCTBUTEIBHOCTH K

ApOBU3ALIMM M BpEMsS KOJIOIIEHHs, a Takxke Mapkepsl 1 reHa PPD-D1,-
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Hanbosiee CHUIBHOTO JIOKyca (DOTOMEPUOIUIECKOTO OTBETa, MBI H3YUHIIH
KOJUIEKLIMKO E€BPOMEMCKUX COPTOB, TNPEACTABISAIOMIMX PA3JIUYHBIE IKOJIOTO-
reorpadudeckue pailoHpl. PasnmuuHbie Qu3nyeckne W KIMMATHYCCKUE YCIOBUS
BBI3BIBAIOT OTJIMYME 0 BPEMEHH KOJIOLICHUSI MEXIY IBYMsI KPYITHBIMH IPYIIIIAMU
copToB: 1oxkHOM EBponbl u octanbHOM yactu EBponbl (Puc. 44A). 3to oTinuune
MOXET OBITh YaCTUYHO OOYCJIOBJICHO pa3IMYHOW peakiueil Ha (oTomepuos,
aCCOIMUPOBAHHOU ¢ U3MEHUUBOCTHIO reHoB PPD-1.

Tadoa. 13 Pacnpenenenue pasznuunbix aminenedr reHoB VRN-1, PPD-D1 B

OCHOBHBIX 9K0JIoro-Teorpaduueckux paionax Espomnsl (Shcherban et al. 2015a).

EBponeiickue
PETHOHBI/ CTpaHBI
("amco copToB)

VRN-Al

VRN-B1

VRN-D1

PPD-D1

VRN-Ala

VRN-Alb

vrn-Al

VRN-Bla

VRN-
Blc

vrn-B1

VRN-Dla

vrn-D1

PPD-D1b

PPD-Dla

B nenowm (245)

62.4%
(153)

5.3%
13)

32.2%
(79)

68.1%
(167)

6.5%
(16)

25.3%
(62)

4.5%
(1)

95.5%
(234)

91.4%
(224)

8.5%
(1)

Cesepnas EBpona
(23)/ HIserms (11),

Hopgerus (1), ®unnsaans
11

100%
(23)

56.5%
13

4.3%
@

39.1%
©

100%
23)

95.6%
(22)

4.3%
@

3amagHasa u
LenrpansHas EBpona
(167)/ bpuranus (19),
Opannys (22), bensrus (1),

Tepmanus (109),Yexus (5),
Pymbinus (11)

73.0%
(122)

12%
@

25.7%
43)

72.0%
(120)

7.7%
13)

20.3%
34

12%
@

98.8%
(165)

98.8%
(165)

12%
@

Oxnas Epomna (55)/
Toptyrams (11), Mcnaans
(9), Utanus (23), Anbanus
(1), OpBiIas FOrocnasus (2),
T'penns (2), bonrapus (7)

14.5%
®

20.0%
(1)

65.4%
(36)

61.8%
34

3.6%
@

345%
19)

16.4%
©

83.6%
(46)

67.2%
@7

32.7%
(18)

bonee pPaHHUC TCHCTHUYCCKHUC HCCIICAOBAHUA CBHACTCILCTBYHOT O TOM, YTO

O3MMBIC M SIPOBBIE COpTa IIICHWIIBI, BBHIPAIICHHBIE B EBPOINEHCKHMX CTpaHax
CEBEPHBIX IHUPOT OOBIYHO BHICOKO UYBCTBHTEIBHBI K (DOTONMEPHOIY, TOT/AAa Kak
copra 0ojice FOKHBIX IIMPOT, KaK MPAaBHIO, HEUYBCTBUTEIbHBI K (POTOMEPHUOTY
(Hunt 1979; Worland et al. 1998). Ota TenaeHus 00ycaoBIeHA TEM, YTO FOKHBIC

copTa, BO3ACIILIBACMBLIC B YCIOBHAX KOPOTKOTO 3HMMHETO OHS, HICPEXOAAT K
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[BETEHUIO OYEHb IIO3/IHO, WJM COBCEM HE MEpeXOAdsT,- B Cllydae €CIu OHU
YyBCTBUTENbHBI K (oTomepuony. s sSpOBBIX COPTOB MILNEHHUIIBI, PACTYIIUX B
0oJiee CEeBEpHBIX NMMPOTaX UYBCTBUTEIBLHOCTh K (DOTOMEPUOAY MMEET MEHBIIee
3HAY€HUE, TK MPU BECEHHEM MTOCEBE MPOIOKUTEILHOCTh IEPUOJIA IO KOJIOIICHUS
NPUXOAUTCS HA JUIMHHBIN JIEHb M KaK YyBCTBUTEIbHBIC, TAK U HEUYBCTBUTEIbHBIC
copTa 3alBETalOT IPUMEPHO B OJTHO U TOXKE BPEMs, OJHAKO, YYBCTBUTEJIbHBIC- C
HEOOJNBIION 3a/IepKKOM, YTO B CEJIEKIMOHHOM IUIaHe Oojee BBIFOJIHO, TK
ITO3BOJISIET MAKCHMAJIBHO HCITOJIB30BATh KOPOTKUM BETETALMOHHBIN mepuoi. B
COOTBETCTBUHM C ITHUM, MOJICKYJISIPHO- T€HETHUUECKHUE HCCIICIOBAHMS TOKa3aiu
0oJiee BBICOKYIO KOHIIEHTPAIMI0O HEUYBCTBUTEIHLHOTO K (OTOIMEPHOIY ayuieis
PPD-D1a B roxubix pernonax Espomnst (Guo et al. 2010; Kiss et al. 2014). Hamm
UCCJICIOBAaHUS TaKXe BBIIBWIM Ooiiee BbICOKyIo yactoTy PPD-Dla B HOxHo#
EBporie (32%), Torma kak B OCTaJbHOH YacTH (DOTOMEPHO-UyBCTBUTEIHHBIN
aimens PPD-D1b Obur manbonee pacnpoctpanen (Taou. 13). B memom, amrens
PPD-Dla xapakrepen Ttonbko mis 8.5% Epomelickux coptoB. Cpenu 3THX
coptoB komOuHanuu ¢ JomuHanTHbIMU ajiensiMu VRN-Bla wnu VRN-D1a Obiu
HaunboJsiee yacThiMu (110 5 00pa3IoB B KaXIOM rarioTUIIE).

Kiss et al (2014) o6Hapyxwid, 4TO y O3MMBIX (opM HauboJsiee paHHUE
TE€HOTUIIBl COJEpPKalM HEUYBCTBUTENbHBIN K Qoronepuony amiens PPD-D1,
Hapsay ¢ gomuHaHTHBIM VRN-D1, Torma kak mo3gHHE TEHOTHIBI HMETH
dboTonepuoa- 4yBCTBUTENbHBIN amnens PPD-D1, He3aBuCHMO OT ajuieIbHOTO
cocrosaust VRN-1 renoB. B Hammx noJeBbIX 3KCHEPUMEHTaX, MPU BECEHHEM
nocese ramtotunsl PPD-D1a VRN-Bla unu PPD-Dla VRN-Dla ne otnuyanucek
3HAQYUTEIBPHO TIO BPEMEHU BBIKOJIAMMBAHUS OT cooTBeTcTByronmx VRN-1
raryIoTUIIOB MMEIOIINX YyBCTBHTEIbHBIN amiens PPD-D1b. Omgnako, mnst 6osee
netanpbHOoro usydeHusi 3¢dexkroB PPD-D1 Ha pa3BuTue SpOBBIX pacTeHUM
NIIeHuIbl, TpedyeTrcss OoJiblliee KOJIMYECTBO PACTUTEIBHOTO Marepuala,
cozepkaniero pasimynbie komonHanuu amneneit PPD-D1 u VRN-1.

[Ipu wm3yuenun renotunoB VRN-1 eBpomeiickux copToB, Kak M B cllydae

POCCHUNCKHX SPOBBIX COPTOB (CM. MPEIBIAYIILYIO IJ1aBY), HAMU OBLIO YCTaHOBJICHO
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CTOJIb Ke mupokoe pacrnpoctpanenue amiens VRN-Ala (62%) npenmyniecTBEeHHO
Cpelu COpPTOB CEBEPHOM, 3amagHOd U UEHTpaJbHOM EBpombl, HMEOMMX
KIIMMAaTUYECKUE  yCIIOBUS, CXOJHBIE C TAaKOBBIMH y OOJBIIEH YacTu
oteuecTBeHHBIX copToB (Puc. 43; Tabin. 13). lllupokoe pacmpocTpaHeHue JaHHOTO
ajenss B 00OMX BBIOOPKAX MOXKHO OOBSCHUTH HEOOXOAMMOCTBIO PpaHHEro
CO3peBaHus, OOECIEUMBAIOIIET0 3alUTy OT MOBPEXKIAIOMIEr0  JIEHCTBHS
3aMOpPO3KOB B KOHIIE KOPOTKOIO BETeTallMOHHOTO Tiepuoja. B ykazaHHOM
eBpornerickom peruone VRN-Ala komOunupoBaiics ¢ qomuHanTHeIM VRN-B1 u
perieccuBHbIM VIN-D1 y 62.5% copToB. DTa ke KOMOMHAIMS MMeNa TPUMEPHO
OJIMHAKOBOE PACIPOCTPAHEHUE CPEOU POCCHUIICKHX COPTOB SIPOBOM MIIEHUIIBI.
EanHCTBEHHOE OTIIMYME 3aKII0YajJoCch B TOM, YTO B Poccuu T€HOTHII ¢ ajuiesemM
VRN-Bla umen 2-xpatHoe mpeBbliieHHe Haja reHotunom ¢ amienem VRN-BIc,
torga kak B EBpomne amiens VRN-Bla snauntensno npeobnanan nag VRN-Blc,
KOTOPBIN BCTpevalics, TJIaBHBIM 00pa3oM, B BocTtouHOW EBpore (Puc. 43; Tabm.
13). Milec u gp. (2013) Takke OOHAPYKWIM MPEHMYIICCTBCHHOEC
pactipoctpanenue VRN-Blc amienss B BOCTOYHO-EBPOMEHCKUX  CTpaHax,
npwieratomux K Poccuu. Crnemyer mog4epkHyTh, UYTO JUTE€HHO- JOMHUHAHTHBIE
regotunsl VRN-A1 VRN-B1 u renotunst ¢ ogaum gomuHadTHBEIM reHoM VRN-AL
HMMEJIM CXOJHOE BpeMs BBIKOJAIIMBaHMS, Oyiarogapsi AMUCTATUUECKON MPUPOJIe
VRN-ALl (Ta6n. 14). Ilpu stom rammorun VRN-Ala VRN-Blc umen HemHOro
0osee panHee kousomenue (69 mHei) mo cpaBHeHuto ¢ ramrotunoM VRN-Ala
VRN-Bla (72 nus) mpu ypoHe noBepust P<0.05. Takoe OTKIOHEHHE MOKHO
oObsicauTh BiusHUeM amiens VRN-Blc, oOycnaBnuBaromuMm Oosee paHHee
HACTYIJICHHUE TeHEePAaTUBHOM (ha3bl.

Annens VRN-Bla, umeromuii HauBBICIIYIO YacTOTy CPEAU JOMHHAHTHBIX
ajulesied, NPUMEPHO B PAaBHOM CTENEHHM PACIPOCTPAHEH B PA3JIUYHBIX PANOHAX
EBponsr (Tabxa. 13). UuTtepecHo, uto B FOxkHo# EBpone ramioTumbl ¢ ogHUM
nomuHaHTHBIM VRN-B1 nnm VRN-D1 661111 06HapyxkeHsr y 58% spoBBIX COPTOB.
Jlist  cpaBHeHMs, B OCTaBllelcss 4acTd EBpombl 3TH  ramjioTUmbl  ObLTH

uaeHtuuuupoBansl B 17% coptoB. ToT ¢akr, 4yTO 4YaCTOTHI TEHOTUIIOB C
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moHoreHHbIM VRN-B1 (VRN-D1) xoHTposieM SpOBH3alMKA UMEIOT TCHICHIMIO K
YBEJIMYCHHUIO B HANPABIICHUH FOXKHBIX PalilOHOB, OBLI MPOJIEMOHCTPUPOBAH paHEe
(Zhang et al. 2008; Andeden et al. 2011). Takue TECHOTHIBI MOTYT HMETb
IPEUMYIIECTBO 110 YPOXXKAWHOCTH B YCJIOBHAX Oojiee UIMHHOTO Iepuojaa
BereTanuu, Ojarogapss ux Oojiee IO3IHEMY CO3PEBaHHUIO, OOYCIIOBJICHHOMY
qyBCTBUTCIBHOCTRIO K spoBum3amuu  (Pugsley 1971; Stelmakh 1993). B
COOTBETCTBHUM C TPEIBIAYIIUMH JTaHHBIMH, MBI IIOKa3aJld CTaTUCTHYCCKU
sHaunmoe (P<0.001) na 5-8 gueit Oonee mo3mHee KoJOMIEHHE TamoTHna VIn-Al
VRN-Bla vrn-D1 no cpaBHEHUIO C JUTE€HHO-JOMUHAHTHBIM ramioTunoM no VRN-
Al u VRN-B1 (Ta6u. 14; Puc. 44).

Tada. 14 Cpennue  BeNWYMHBI  CpOKa  KOJIONIEHUs il HauOosee
pacrnpocTtpaHeHHbIx kKoMOuHanmii amieneid VRN-1 u PPD-D1

Iarutotunst Yucno copToB Cpennee koinuyecTBo AHel | 95% noBepHUTENbHBII
JI0 KOJIOIICHHUS WHTepBAT

PPD-D1b | VRN-Alavrn-Blvrn-D1 29 72.6 70.7-74.4
VRN-A1b vrn-B1 vrn-D1 5 724 68.0-76.8
VRN-Ala VRN-Blavrn-D1 108 72.0 71.4-72.7
VRN-Ala VRN-Blc vrn-D1 14 69.5 67.6-71.2
VRN-Alb VRN-Blavrn-D1 7 75.0 70.6-79.3
vrn-Al VRN-Bla vrn-D1 45 78.7 76.5-80.8
vrn-Al vrn-B1 VRN-D1la 4 75.2 70.1-80.3

PPD-Dla | vrn-Al VRN-Bla vrn-D1 5 76.2 73.0-79.4
vrn-Al vrn-B1 VRN-Dla 5 72.0 69.7-74.2

Annens VRN-Alb Owin paHee HaiiieH Kak y TETPAIUIOMIHBIX, TaK U Y
reKCaIyIONHBIX 00pa3IoB, CO CpaBHUTENILHO HHU3KOM yacToTo (Yan et al. 2004a;
Igbal et al. 2007; Santra et al. 2009; Andeden et al 2011). Mb1 He HaOMrOIATH
3HAYUTENbHBIX pa3iMuuidl 1O BPEMEHHU KOJOLIEHUS MEXIy TE€HOTHIIAMH,

coaepsxkamumu VRN-ALb u cogepxammmvu amnens VRN-Ala (Ta6m. 14).
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[Tomo6no VRN-Alb, nomunantheii amnens VRN-Dla wmeer Hu3KyHO
IPEACTAaBICHHOCTh B €BpoIelckoil koyutekimu coptoB (Tabn. 13). On Obu1
HalJeH, TJIaBHBIM 00pa3oM, B IOKHBIX palloHaX, II€é OH OOBIYHO COYETAEeTCs C
PPD-Dla (cm. Boime). Kak mokazano panee, VRN-Dla SIBJISICTCS
npeo0IaialouM ajuielieM y SPOBBIX T'€HOTHUIIOB MIICHUIIbI, aJalTUPOBAHHBIX K
TponuueckuM u cyorponuaeckuM paiionam (Iwaki et al. 2001; Zhang et al. 2008;
Eagles et al. 2010).

Takum oOpa3zoM, koMOuHarusi GoTONEpPHOI- YyBCTBUTENbHOTO amens PPD-
D1b ¢ nByms momunantabiMu amiensmu o VRN-AL u VRN-B1 npencrasmiser
HamOoJiee PacpoOCTPAaHEHHBIN T€HOTUIT SPOBOM MIINEHUIIBI JJis1 OOJbIIEH YacTH
EBpompl, 3a HCKIIOYEHUEM IOKHBIX PAalOHOB, IJIE€ MOHOTCHHO-TTOMHUHAHTHBIC II0
VRN-B1 (VRN-D1) reHoTHIIBI MONYyYMIM HPEUMYIIECTBO, OOecredrBas Ooee

MMO3AHCEC KOJIOMCHNE B YCJIOBUAX Oonee IMPOJOJIZKUTCIBHOI'O IICPHUOJa BECICTALINH.

4.3.3. Accouyuuposannsvie c¢ zenom VVRN-1 npeonocwvinku aposozo oopasa yncuznu
Yy mempaniouOHblX RULEHUY U UX OUNIOUOHBIX NPEOULeCMBEHHUKOE
BoNbIIMHCTBO AMKOpACTYIIMX BHUAOB TritiCeae, kKak IUILIOMAHBIX, TaK M
MOJIUTIJION]THBIX, SIBJISIIOTCS O3MMBIMU, YTO YKa3bIBA€T HA TO, YTO PELIECCUBHBIN
red VRN-1 mpezacraBisieT mpeakoByro, MepBOHavYalibHyI0 ¢opMmy reHa. B Toxe
BpEMs, MHOTHE KYJIBTHBHUPYEMBIE SPOBBIC TMOJIMILUIONIHBIC IMIIIEHUIIBI COJIEpXkar,
o KpaitHed Mepe, oaumH gomuHaHTHBIH — amtenbr VRN-1 (Goncharov 1998).
Bo3nukaer Bompoc: OBUIM JIM YHACJICAOBAHBI ATH aUICTH OT JIUTIOWIHBIX
JIOHOPOB- MPEIIIECTBEHHUKOB, WJIH K€ OHH TIOSIBUJIMCH YK€ TIOCIIe THOpHUIU3AIIT
M BO3HUKHOBEHUS aJUIOMONUIIIONI0B? B mepBoMm ciiydae MOXKHO OBUIO OBl
YTBEPKJIaTh, YTO MEXaHU3MbI SPOBU3AINN, OOSCIICYMBIINE UPOKYIO aIaIlTaIlAIO
MOJIUTUIONIOB, HavdaJid (POPMUPOBATHCS €IIE Y AUTUIOUIHBIX TPEIKOB MIIICHUIIBI.
[Ipenpiaymue  uccienoBaHusi  ajienbHOTO  pasHooOpasuss VRN-1 y
IMKOpAcTyIIuX BUAOB TriticUm ObuM  OrpaHWUYEHBl JIMOO  HEOOJBIIMM
KoJIM4ecTBOM aHanmm3upyembix oopasnoB (Yan et al. 2003; Yan et al. 2004a; Fu et

al. 2005; Dubcovsky et al. 2006), 1160 KCMOIB30BAaHHEM OAHOTO PETYJIATOPHOTO
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paiiona (mpomotop VRN-1) B kadectBe mapkepa (Golovnina et al. 2010). Hamu
OblTa cJelaHa TIOMBITKA CHCTEMATHYECKOTO HCCICAOBAaHUS OSTUX BHUIOB C
HCIIOJIb30BaHUEM 000uX peryisaTopHbiX pailoHoB VRN-1 B kauectBe mapkepoB. C
9TON 1eNnbl0 OBLT OTOOpaH IIMPOKWNA HaO0Op 0OpasIoB, MPEACTaBISIIONINX
JUKOpACTYIUe TeTparionauabsie Buabl: 1. dicoccoides u T. araraticum Bmecte ¢
KyJIBTYPHBIM IPOMU3BOJHBIM TOCeaHEro- T. timopheevii, a Takxke IUTUIOWIHBIC
BUJIBI- TIpenonaracMbie J0HOPHI A- 1 B(G)- reHOMOB MOJIMIUIOMIHBIX IMIICHHUIL

(Tabm. 3 mpuoKeHus).

4.3.3.1. lunnouonsvie 6uovi- npeouwecmeeHnuxu A- u B- zenomoe

CAPS-mapkep, paspaboTaHHBIE HaMH K TpoMoTopHOMY paiiony VRN-1,
MO3BOJIMJI OOHAPYXKUTH 3 HambOJee paclpOCTPAHEHHBIX aJUICNIbHBIX BapuUaHTa y
JWIUIONIOB, He mpuberas K MUpoKoMacITabOHOMYy cekBeHupoBanuto (Puc. 45).
PenieccuBnpiii  amiens VRN-Al 0wl mpeoOnamaronium  cpend  oOpasioB  T.
monococcum u T. boeoticum (Ta6x. 3 npunoxenus; Tao6n. 10). JIBaamars
obpasuos T. boeoticum conepxamm amnens VRN-Alh, koTopsiii oTcyTCcTBOBA Y
T. monococcum. Ml oOHapyXUJIM paHee oxapakTepu3oBanHbli amienb VRN-ALfL
(Puc. 46) B 4-x o6pasmax T. monococcum (Ta6a. 3 npunoxenus; Taoi. 10).

Bce oOpaszusl T. urartu umenu crnenupuyeckuid HaTTEPH PECTPUKLHMH C
UCIOJIb30BAaHUEM SHAOHYKIea3sl MSP |, mo3Bossist uaeHTudumposats 1. urartu
Ha ¢oHe Apyrux muruionaHbix BUmOB (Puc. 45D). CexkBeHMpoBaHUE MO3BOIMIIO
omnpenenuTh, 4to coorBeTcTBYromuil amwienb VRN-Alu BBICOKO-TOMOJIOTHYEH
n3BecTHEIM ajuieiiiM VRN-Al monuiuiongHeIX BUOOB HineHUnbsl. llociennwne
aJUIe]IM COoJepKaT WHCEPIUI0 8 MH, KOTopas OTCYTCTBYET B COOTBETCTBYIOIIUX
nocaenoBareabHOCTIX aumionaoB (Puc. 46, 47), 3a HCKIIOYEHHUEM €TUHCTBEHHOM
paHee u3ydeHHOU mociemoareiapHocT T. urartu (GQ451737). Mbr 0003HaAYHITIH
stoT amnens kak VRN-Alu’, mpeamosarasi, 4To OH MPOUCXOAUT OT OCHOBHOTO
ammenss  VRN-Alu T. wurartu, wu, B nmampHeilmeM, ObBIT  yHAacleqOBaH
HOJHUIUIOMIHBIMU TTOTOMKaMu ¢ A-reHomoM, Bkmrodas T. dicoccoides (Taou. 3

MPUIIOKCHUS).
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Panee, Obutn pa3paboTaHbl MOJICKYJSPHBIE MapKephl IS WACHTH(PUKAINHA
KPYHHBIX Jiefienuid B 1-M MHTpPOHE, BIUAIOMIMX HA YYBCTBUTEIBHOCTH K
spopusaruu  (Fu et al. 2005). C wucnonp3oBaHWEM O3THX, a TaK)Ke HAaIIMX
coOcTBeHHBIX MapkepoB (Tabi. 5) Mbl OOHApyXWJM JBE KPYIIHBIC MYyTAllHH,
BO3HMKIIIME HA PA3JIMYHBIX CTAJUSX DBOJIOIMH TUIUIOMIHBIX BUaoB (Puc. 48, 49).
WNuceprus 0.5 TIH BEpOsSTHO BO3HUKIIA OTHOCUTEIIBHO HEJABHO, B XOJI€ YBOJIOIIUU
T. monococcum, mOCKOJbKY OHa OblIa OOHAapy)XeHa TOJBKO Y HEKOTOPBIX
oOpasioB nanHoro Buaa (Tabn. 3 mpwnoxkenus). [ememms 1.4 ToH, o Bcek
BHJIMMOCTH, TIPOM30IIIa Y TIPEANMICCTBEeHHNKA T. Urartu, mocie ero IuBepreHInu
or T. boeoticum. Ouenka BpeMmMeHH auBeprenuumu I. boeoticum u T. urartu
coctraBisier 570 000 ser, Torma kak Bpemsl TUBEpreHIMU 1. monococcum u T.
boeoticum- 290 000 sier (Middleton et al. 2014). Kpome T. dicoccoides, nenerus
1.4 TriH XapakTepHa U IS APYTHX MOJUTLIONIHBIX BUAOB C A-TEHOMOM.

Hapsiny ¢ nunionaasiMu BugamMu A-TeHOMa, HAMH TTPOAHAIM3UPOBaH BU Ae.
speltoides, kortopelii paccmMaTpuBaeTCs Kak HauOojiee BEPOSTHBIM Mpes-
IIIECTBEHHUK B-T€HOMa Ha OCHOBAaHWW PE3yJIbTATOB aHAW3a psAfa SACPHBIX U
xsoporactHeix TeHoB (Dvorak and Zhang 1990; Kilian et al. 2007; Golovnina et
al. 2007). Hamu ObL1 MOKa3aH OTHOCHUTEJILHO BBICOKHH YPOBEHb JIMBEPICHIIUH
nocjeaoBaTeabHOCTed TTpoMoTopHOTro paiiona VRN-1 y naHHOro IUIIOMIHOTO
BUJIa, OTHOCUTEJIBHO aHAJOTUYHBIX MOCIEAOBATEIIbHOCTEN MOJUIIJIOUIHBIX BHUJIOB
auaui Emmer w Timopheevii (cm. namee). VYkasaHHass AMBEPreHIMS, I10-
BUJIUMOMY, 3aTpOHYyJIa W CalThl OTXKHra CrHenu@UUecKux ImpaiMepoB, dYTO
MpPUBEJIO K HEOOXOIMMOCTH TOa00pa JPYTrUX KOMOWHAIMN MpaiiMepoB IS
MapkupoBaHusi peryisTopHbix pailoHoB VRN-B1 rena. B Toxe Bpems, HecMOTps
Ha TUBEPTEHITUIO OJU3JIEKAIINX MMOCIEI0BATeILHOCTEN, OCHOBHBIC PETYISTOPHBIE
caiiTel TpoMoTopHOTO painona (Puc. 46), a Takxke pasmep ¢parmenta 1-ro
MHTPOHA, CIy)KaIllero B KauecTBe Mapkepa perieccuBHoi (popmbl rena (Puc. 48;
Tabn. 5), okasamuch 0e3 cyllecTBeHHBIX H3MeHeHuidt y Ae. speltoides mo
CpaBHEHMIO C ToOdUIUIONAHBIMH Buaamu. KoncepBatuBHas cTpykTypa VRN-1

JIOKYC4, YCTAHOBJICHHAasA HaMH Ha BbI60pKe o6pa3u03 AAaHHOI'O BHUJAa W3 PA3HBIX
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PETHOHOB, OCTAaBJSIET BOIMPOC O TEHETUYECKHUX JETEPMHUHAHTaX sPOBOTO 0Opasza
xu3Hu 'y Ae. speltoides otkpeiTeiM. CreayeT OTMETHTh, YTO TOHUCK STHX
JIETEPMUHAHTOB OCIIOKHSIETCS HEJJOCTATKOM MH(GOPMAITH O PacIIPOCTPAHEHHOCTH
SPOBBIX (POPM Y JAHHOTO BUJIA.

Takum 0Opa3oM, aHAKM3 KaK MPOMOTOPHOTO paiiOHa, TaK W MEPBOTO WHTPOHA
reHa VRN-1 y auniouHblx BUIOB A-T€HOMA MO3BOJIMII HAM OOHAPY>KUTh BHUJIO-
cunenuduunbie amiend, Bkmodas VRN-ALfL u VRN-Alins mis T. monococcum,
VRN-Alh ms T. boeoticum u VRN-ALu mst T. urartu. Yacts 3THX ajutenci Obun
ACCOIIMMPOBAHBI Y 00Pa3I[0B- UX HOCUTEJCH C MPU3HAKOM HEUYBCTBUTEIHLHOCTH K
ApOBU3AIMKM JJIA Tepexona B cTaauto KoJomeHus. CTpyKTYpHOE CXOJICTBO
peueccuBHoro amiens VRN-AlU ¢ coOTBETCTBYIOIMMU aJUIEISMU MOJUILIOUTHBIX
BUJIOB MIIICHUIIBI TIOJITBEPIUIIO PaHEe MOTYUYEHHBIE JaHHBIE, MIPEACTABISIONHUE T.
urartu B xaugectBe jnoHopa A-reHoma y monmmionaoB (Chapman et al. 1976;
Dvorak et al. 1993). Anamu3 noaumopdusma VRN-1 nokyca y Ae. speltoides,
npenanojgaraeMoro JoHopa B-reHoma, He BBIABHII KaKUX-TMOO HW3MEHEHUH B
OCHOBHBIX PETYJISTOPHBIX palioHaX, KOTOpPhIE MOTJIM ObI OOyCIaBIMBATh SPOBOMU

THII pa3BUTHA.

4.3.3.2. Hauano ¢popmuposanus H06020 HadOOpa OOMUHAHMHBIX aljleneil

VRN-1 y T. dicoccoides

Jvkas mmenura 1. dicoccoides kak Bujx mMmeeT Bo3pact npumepro 360 000
JIET, ¥ BO3HHKJA B pE3yJbTaTe CIIOHTAHHOW THOpWIN3AINK, WMEBIICH MECTO B
paitione “Ilnmomopomnoro Ilomymecsma” (Fertile Crescent),- 30HBI aKTHBHOTO
semienenus Cpennero Bocroka (Dvorak and Akhunov 2005). T. dicoccoides
MPUHAICKUAT K TIEPBBIM 3JIAKOBBIM PACTCHUSM, OJOMAITHCHHBIM YCIIOBEKOM M
MMEHHO 3TOT 3Tall JIOMECTUKAIMH 3aJI05KUIT OCHOBY JIJIs1 TTOCJICTYIOIIEH ABOFOIIUU
KyJIbTypHO# nosumtonanoi mmenuilsl (Ozkan et al. 2011).

Hcrnonb3yst TOT K€ CaMblid IMOAXO0J, YTO U B Cy4ac JUILIOMIHBIX BHUIOB, MBI
BbISIBUUIM JBa paHee omucaHHbiX amieias VRN-Alb u VRN-Ald ¢ myramusmu B

npoMoTopHOoM paiione y T. dicoccoides (Puc. 45, 46; Ta6n. 10). Dtu amnenu
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BCTPEUAIOTCS Yy Pa3jMYHbIX IMOJMILIOWIHBIX IIICHWII, KaKk TeTpa-, TaK |
TeKCAIUIOMIHBIX, OJTHAKO, OHM HE OBUTM OOHAPYKEHBI y JWIUIOWIHBIX TIICHHUI]
(Yan et al. 2004a; Golovnina et al. 2010). Hame wu napyrue wucciieaoBaHUsI
nokazaiau otcyrctBue jAomuHaHTHoro amiens VRN-Ala ¢ wuHcepumeit B
IIPOMOTOPHOM paiioHe MoOHIbHOTO 35eMenta tuma “foldback” cpenu odpasmos T.
dicoccoides. Yka3aHHbI ajuteib SBISETCS OJHUM U3 CaMBIX PacHpOCTPAHEHHBIX
cpeau ajenel rekcartonaHon menunsl 1. aestivum (Yan et al. 2004a; Santra et
al. 2009; Shcherban et al. 2012; Shcherban et al. 2015a) u, BeposiTHO, BriepBbIC
MOSIBIWIICS Y TETPAIUIONIHOM meHuisl 1. dicoccum (BBAA), mpousomeamiei ot
T. dicoccoides (Golovnina et al. 2010).

[1[[P-ananu3 paitoHa 1-ro umHTpoHa OOHapyxkun amiens VRN-ALL B 3-x
obpasmax T. dicoccoides (Fig. 48, 49; Ta6a. 10). Dror amienb ¢ KpymHOH
Jelieniiell B MHTpOHE | BeCbMa pacHpOCTPAaHEH CPelu KYJIbTYPHBIX SPOBBIX
oOpasiop terparutonaaoro Buga 1. durum (Fu et al. 2005; Oliveira et al. 2012).
VRN-ALL Takxke He ObLT HaAWAEH y AWIUIOWAHBIX BHJIOB-TIPEAIISCTBEHHUKOB
TCHOMOB TIIICHUIIBI.

B otanuune ot VRN-AL, nokyc VRN-B1 y T. dicoccoides mnposiBisii MeHbIIee
pa3HoOOpa3ue Kak B COCTaBe MPOMOTOpPA, TaK U BHYTPH 1-TO HHTPOHA, TIPU ITOM
He OBUIM BBISBJIICHBI KaKHE-TMOO 3HAYMTEIbHBIC MYTAIlUH, THIIA WHCEPIMHA WA
JICTICIHiA, 3aTparuBaroIlie OCHOBHbBIC peryisaTopHbie caiTol (Puc. 46). Hu ogna u3
BBIBJICHHBIX MyTallMi He ObLIa CBs3aHA C SPOBBIM THIIOM Pa3BUTHSA. Y IIICHHIIBI
Typanckod T. turanicum Jakubz. (BBAA), wumeromeii Oosiee mo3aHee
MIPOUCXOXJICHNE, B OJTHOM M3 00pa3IioB ObLIA BBISBICHA MHCEPIUS B MIPOMOTOPE
VRN-B1- ammenr VRN-Bla (Golovnina et al. 2010). HWarepecHo, uyto 3Ta
HMHCEepLMs roMosiornyHa wuHcepuun B coctaBe amnens VRN-4la, ognako,
pacmojioxkeHa B JpyroMm mecte- B mo3uruu -100 mH oT cTapTOBOrO KOJOHA.
Berpoiika perporpancniozona jgiauHoi 5.4 tonH B mpomorope VRN-Bl Obina
oOHapy)KeHa y TeTparylouAHON mepcuackoi mimenuisl 1. carthlicum Nevski,
npudeM, B oTimuue oT npeapiaymeid uacepiuu B VRN-Bla, nis aToit BcTpoiiku

ObLTa TIOJTBEPIKIEHA accolmanus ¢ spoBeiM oOpa3om xkwu3Hu (Chu et al. 2011).
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Paznuunsie, 6onee menkue mytanuu BHYTpH npomotopa VRN-Bl (3amemenwus,
Jenenuu 10 7 MH) ObUIM BBISBJICHBI B HEKOTOPBIX 00paslax TETPAILIOMIHBIX
BHJIOB IeHUIbI, BKrodas T. dicoccoides (Muterko et al. 2016), onnako, ux CBsI3b
C SIPOBBIM 00pPA30M KU3HU JIOCTOBEPHO HE YCTAHOBJICHA.

Kak Op110 mokazano Beimie, JJokyc VRN-Al nemMoHCTpHpyeT 3HAYHUTEIbHYIO
BapHallMi0 B MPOMOTOPE U MEHbIIEe pa3HooOpasue B 1-M UHTpOHE, 3a
uckmoyenuem ameneir VRN-Alc u VRN-ALL, pacnpocTpaHeHHBIX cpeau
TeKCAIUTOMIHBIX W TeTPaIUIOWIHBIX TineHul, coorBerctBeHHo (Fu et al. 2005;
Oliveira et al. 2012; Shcherban et al. 2015a). B otimmure ot VRN-AL, mis okyca
VRN-B1 xapaktepHo 0oJiee IIMPOKOE PaCIpPOCTPAHEHUE AJIENEH, COMep KalIuX
KpymHbIe nenenuu B 1-m untpone: autenu VRN-Bla, b, ¢ (Shcherban et al. 2011;
Santra et al. 2009; Milec et al. 2013). ITo manaeiM Muterko et al. (2016), annens
VRN-Bla nosBuics y TeTparyiOMJHBIX MIIEHUL BEeTBM Emmer, naumnas c T.
durum, torma kak VRN-B1lC Bo3HWK paHbIle, MOCKOJIBKY OBUI OOHApyXeH C
nomoripio IIIIP B Heckombkux oOpasmax T. dicoccoides. Onpnako, Hamm
DKCIIEPUMEHTHI, TIPOBEJCHHBIE Ha OONBIIEM KOJIMYECTBE 0OpasloB, HE
noaTrBepxkaaror mpucyrctBus amwrens VRN-Blc y mocnenmnero Buma. Mel
npenanojgaraéM, 4To y HEKOTOPBIX O0OpaslloB BO3MOXXHO TMOSIBJIEHHUE JIOKHO-
MOJIOKUTEIBHBIX PE3ybTaTOB M3-3a HecMenn(UUecKor amriuduKanud, 49To
OBLJIO JOKa3aHO Ha OJHOM W3 00pa3IoB C MOMOINBI0 CEKBEHHUPOBAHUS MPOMYKTA
[II[P. BeposTHeld Bcero H3TOT ajiedb MNOSBWICSA TMOCJIE 2-T0  payHIa
AJIOTIONIMIJIONIN3AlMY, TaK Kak, KpOME MSTKOH mmeHuisl 1. aestivum,
CUHMTAETCs] JOKA3aHHBIM €ro HAJIMYUE TOJIbKO Y JUKOPACTYIIEH TeKCArIOUIHOU
menunbl T. spelta L. (Milec et al. 2013). Uto kacaercs amtens VRN-B1b, To on
MOKa BBISBICH TOJBKO y MATKOW TMINEHWIIBI M B KA4eCTBE €ro IEeHTpa
MIPOUCXOKICHHS paccmaTpuBaeTcsi CeBepHas AMepHuKa (TaM ¥ke).

Takum oOpazomMm, ananu3 VRN-1 momumopdusma y MNOJUTIIIOUIHBIX MIIEHUI
auHUKM Emmer ykaspiBaeT Ha TO, UYTO 3Ta TPYMNIa MOJUIUIOWIHBIX MIIECHUI]
oTJIMYaeTcs 1Mo Habopy noMuUHAHTHBIX ajuiesnield VRN-1 oT rpymnmbl AUIUIOUIHBIX

BHUJIOB- NPEAIIECTBEHHUKOB A- W B-reHoMOB. DTO yKa3bIBaeT Ha HE3aBUCUMOE
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BO3HHKHOBEHHUE SIPOBOTO 00pa3a >KW3HHU y aJUTOTIOJNUILIIONIOB. Y TEPBOrO TeTpa-
mwionaHoro Buaa 1. dicoccoides 3ToT mpu3HaK BO3HHUK, IIABHBIM O0pa3oM, B
pesyabrare wmyrtanui BHyTpu Jokyca VRN-Al (ero mpomotopa wumu 1-ro
uHTpoHa). Ha Gosiee mo3aHed cTaguu 3BOJIIOIMHU TETPAIIONAOB JMHUKM Emmer
MOJIYYWJIM PACIPOCTPaHEHUE Pa3IMUHbIE TOMUHAHTHBIE aiienu no Jokycy VRN-
B1l, mpuyem Xapakrep HM3MEHUYMBOCTH JAHHOTO JIOKyca (IPEUMYIIECTBEHHO
JieJIeiy B TIEpBOM UHTpoHE) oTiaudaics oT TakoBoro y VRN-AL. Tloka He scHO,-
CBSI3aHO JIM OTO pa3UYHe C OCOOCHHOCTSMH PETYJISAIUN ATHX 2-X JIOKYCOB,
YHACJICIOBAaHHBIMA OT JWIUIOMAHBIX TPEIKOB, WJIA K€ OHO 0OYCIOBIICHO
IPOLIECCOM  CTPYKTYPHO-(PYHKITMOHAJIBHOW JUBEPICHIIMM TOMEOJIOTOB B XOJ€

AJJIOITIOIHUIIIION AN 3alluu.

4.3.3.3. Hosgnenue aposvix ¢popm T. timopheevii ceazano ¢ uncepuuei

MITE ¢ cocmage 1-20 unmpona VRN-A1

[lomumuonaHble  TIIEHUIBI  Pa3lEisAloTCs  HAa  JB€  HE3aBUCUMBIC
spommonnonHble ymHuK: Emmer (BBAA) u Timopheevii (GGAA), kaxnas u3
KOTOPBIX BO3HMKJIA B Pe3yJibTaTe THOPUAM3AUU MEXIY AOHOPOM A-TeHoma, T.
urartu u pasanunsiMu Gopmamu Ae. speltoides, ot koTopbeix npousonuin B- u G-
TCHOMBI, COOTBETCTBEHHO. Kak TOKa3aHO B TpEABIAyIICH TJaBe, TOSBICHHUEC
spoBbix (opm y T. dicoccoides, mepBoro TeTparuionna JuHUH Emmer, Obuto
CBSI3aHO C MYTAIUsIMHU, TJIABHBIM 00pazoM, JENCIUsIMH Pa3HOW JJIMHBI B TPO-
MoTope u 1-M uHTpoHe jokyca VRN-AL. Jlyns Toro, 4roObl U3y4HTh: ¢ KaKUMHU
MyTarusMu B coctaBe TeHOB VRN-1 cBsi3aHO MpOMCXOKIIEHHE SIPOBOTO 00pasa
XU3HK B rpymme  TImopheevii, Mbl TPOBEIM CpPaBHUTCIBHBIA  aHAIU3
JMKOPACTYIIEro TETPAIUIOMIHOTO BHaa 1. araraticum ¢ ero JoOMeCTHIIMPOBAHHBIM
SIPOBBIM IIPOU3BOAHBEIM- 1. timopheevii.

[IpomoTtopubiii  pation  VRN-Al 'y o0oux TeTparsiougHBIX  BHJIOB
JIEMOHCTPUPOBAT BBICOKYIO CTENEHb KOHCEPBATHU3Ma W OBLI MOYTH IMOJTHOCTHIO
UJACHTUYCH paHee OIMCAaHHOMY IPOMOTOpHOMY paiony amtens VRN-ALf T.

timopheevii (Golovnina et al. 2010). XapakTepHoii 4epToi 3TOr0 ayuIeys SABISETCS
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nenenust 50 MH BO3JIE CTAPTOBOTO KOJOHA, KOTOpas, MO-BUIUMOMY, SIBIISICTCS
crienupuIHOM I MineHuI] ykazaHHod rpynnsl (Puc. 51). B Toxe Bpems, Mbl
BBISIBUJIM CYIIECTBEHHbIE M3MeHeHus B coctaBe 1-ro mntpoHa VRN-AL, koTopeie
BKirouanu: uHcepruo MITE 0.4 tniH u genernuio 2.7 TIH, JOKaJu30BaHHBIE Ha
pacctostHum nipumepHo 0.4 ThoH W 3 THH OT cTapTa MUHTPOHA 1, COOTBETCTBEHHO.
Henasno, Ivanicova et al. (2016) omucamu amtens VRN-ALf-like, comepxarmmmii
o0e MyTauuM, B JIMHUU SPOBOM MATKOW TMIIEHUIIBI C HMHTpOrpeccuen
reHeTnyeckoro martepuaia ot T. militinae Zhuk.,- cBoOogHO oMomaumBacMoi
mytaHTHOH Qopmbr Buma T. timopheevii (Feldman 2001). 3Ora nuHEA
XapaKTepHu30BaIach U3MEHEHHBIM CPOKOM KOJIOIIEHUSI MO0 CPAaBHEHUIO C JIMHUEH
Hecymel peneccuBHbi amnens VRN-AL. Hamu BnepBbie ObUIO MOKAa3aHO, UTO
yKa3aHHbIE HWHCEPIUS M JIeNelUsT UMEIOT HE3aBUCHUMOE TMPOUCXOXKICHUE W
OKa3bIBAIOT PA3HOE BIIMSIHUME HA TUN pa3BuTusd. [emenwns 2.7 TIH, NO-BUIAUMOMY,
BO3HHUKJIA J0 JauBeprenmuu 1. timopheevii or T. araraticum, MmockoJibKy oOHa
COJICPKUTCSl KaK €IWHCTBEHHass MyTanus B 4-x oOpasliax MOoCIeAHEero BHUA.
Hapsimy ¢ atuMm, HE oawH M3 oOpasmoB T. araraticCum He COACPIKUT HHCEPIUIO
MITE, xoTopas mpucyTCTByeT BO Bcex oOpasiiax T. timopheevii. IIpu 3ToM oHa
nub0 KOMOWHHUpyeTcss ¢ TepBoil myranued (3 oOpasma), b0 CyIIecTBYeT
HezaBucumo (1 obpazen).

Jlokyc VRN-G1 noxka3biBaja He3HAUUTEIBHYIO BapHAIIUI0 MEXTy 2-MS BHIaMH,
KaK 0 CTPYKTYp€ MPOMOTOPHOIrO paiioHa, Tak U 1-ro MHTpoHA. EAMHCTBEHHBIN
moaudunmposanuseiil amiens VRN-Gla, conepxkamuit uncepuuio MITE 0.2 trin B

IPOMOTOpE, IBIsIETCS 00IMM 11 00oux BuoB (Tabum. 11).

43.3.4. Bnuanue cmpykmypot 2ena VRN-1 na mun pazeumus y

OUNIOUOHBIX U NOSIUNIOUOHBLX 6u006 Triticeae

Jlunnououwvle 610wl

Ms1 onpenenunu Biusaue amieneid VRN-1 Ha Tun pasBuTust y oToOpaHHBIX
00pasIoB, NPEACTABIAIOMNX 3 JUILUTOMAHBIX BUaa A-renoma (Taoum. 10). U3 matu

TECTUPOBAHHBIX 00pa3loB T. MONOCOCCUM, YeThIpe MPEACTaBISAIM SPOBOW THIL,
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HECMOTPsI Ha MPUCYTCTBUE UHTAKTHOTO IpoMoTopa B coctaBe VRN-AL. ¥V nByx u3
HUX SIPOBOM 00pa3 JKHM3HM accouuupoBajcs ¢ uHcepiueit B 1-m uaTpoHe (VRN-
Alins). B menom, mbl obHapyxwmmm amens VRN-Alins y  31% oGpasmos T.
monococcum (Ta6sn. 3 mnpunoxkenus). Ilpeasiayiiye AaHHBIC TOITBEPIAIHN
3HauYe€HHUE |-r0 MHTPOHA B PEAKIMHM Ha SPOBU3ALUIO U OMNPECICHUU BPEMEHH
KoJstomeHus (cMm. ri. 4.1.5.1).

Panee ObuIO cAemaHoO NTPEANOIOKEHHE, YTO EIUHCTBEHHAs HYKIJICOTHIHAs
3ameHa B CArG- 6okce ammens VRN-ALf1 T. monococcum mpuBOAuT K SIpOBOMY
TUIy Pa3BUTHUSA, TPEMATCTBYS B3aWMOJCHCTBHIO C HEU3BECTHBIM PEIPECCOPOM,
3aBucUMBIM 0T (otonepuoaa (Dubcovsky et al 2006). OgHako, MbI HE MOXEM
JUCKPUMHUHUAPOBATH 3(PQPEKT ITOrO ajmiens, MOCKOJbKY B HallleM MaTepuaje OH
HIPUCYTCTBYeT TOJbkOo B kKomOuHammu ¢ VRN-Alins  (Ta6n. 10; Ta6m. 3
MIPUIIOKEHUSA).

VY nByx 0o6pa3moB T. monococcum u ogHOM obpasiie T. boeoticum sipoBoii THIT
pa3BuTHs cBsi3aH ¢ peneccuBHbIM VRN-AL amnenem (vrn-Al; HeT uHCEepIUH B
unatpone 1; Ta6xn. 10). Ilpempiayiiue wWCClIeAOBaHUS TE€HOB SPOBHU3AIMH Y
MIIICHUIIBI BRISBIJIM PELIECCUBHBIC MyTaIuu, 0yokupyromnue ¢pynkmnuio reHa VRN-
2 - pempeccopa UBETCHHS. OTH MYTallUd TPUBOAST K KOHCTUTYTHBHOMU
skcripeccun VRN-1, He3aBucumo ot ayienbHoro craryca nocieanero (Distelfeld
et al. 2009; Yan et al. 2004b; Dubcovsky et al 2006). Ms1 npoananuzupoBain 3
BBIMICYMIOMSAHYTHIX ~ o0Opaslla C UCHOJb30BaHHWEM paHee pa3paboTaHHBIX
MoJeKysipHbIX MapkepoB kK reHy VRN-2 (Yan et al. 2004b) u oGHapyxwuu, uTo
OJIUH M3 00pa3IoB T. MONOCOCCUM CONEPKUT MYTaHTHBIA PEIIECCUBHBIA aJlieh
VRN-2 (mannbie He mpenctaBiieHbl). Ham He ynanoch ompeieiuTh MPUYUHY
SpOBOro obOpasa xu3Hu y 2-X Apyrux oOpasmoB (Ta6m. 10). B mpemsiaymiem
uccaenoBannu, 6% o6pas3oB T. MONOCOCCUM TPOSBIISIN SPOBOM TUIT PA3BUTHS,
HecMOTpsi Ha reHotun VIN-1/Vrn-2 (Yan et al. 2004b). OcHoBbIBasich Ha 3THX
JTAHHBIX, MOXHO Tpennonarats, uro, momumo VRN-1 u VRN-2, npyrue rens
MOTYT OKa3bIBaTh BJIIMSIHUE HAa YYBCTBUTEJIBHOCTH K SIPOBU3AIMU Y JTUILJIOMIHBIX

(dbopM MIIIEHUTTBI.
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N3 4-x o6OpasmoB T. boeoticum, comepxamux amienb VRN-Alh wu
TECTUPOBAHHBIX Ha BBIKOJIAIIMBaHHWE O€3 SPOBU3AIIMH, /IBa OBUIM SPOBOTO THIIA,
TOT/a KaK JBa Apyrux mnpexacraBisuim ozumbiid tum (Tadm. 10). Golovnina c cotp.
(2010) BBIABMHYNIHM THIIOTE3Y, YTO SPOBOM THI PAa3BUTHS Y KYyJIbTypHOTO .
MONOCOCCUM BEAET CBOE MPOUCXOXKICHUE OT AUKOPACTYIIETO MPEAIIeCTBCHHUKA-
T. boeoticum, sipoBbie 0Opa3IBl KOTOPOTO OBUTH OTOOPAHBI YETIOBEKOM B IpoIiecce
nomectukanuu. Oanako, orcyrctBue VRN-1h amrens y T. monococcum, Hapsiay ¢
MPUCYTCTBUEM Y TIOCIEAHETO CIENU(UYSCKUX ajuiesiei, CBSI3aHHBIX C SPOBBIM
obpazom xm3Hu (VRN-ALfl, VRN-ALINS) no3BossieT BEIABHHYTH alIbTCPHATHBHYIO
THIOTE3Y CEJEKIINY MyTalliid, BOSHUKIINX BIIEPBBIC y T. monococcum.

Mg1 He Hanww sipoBbiX Gopm y T. urartu (Ta6um. 10). Hu ogun u3 o6pasios T.
urartu, oToOpaHHBIX IJIs aHaIW3a HE WMEJ W3MEHEHHWH B IpoMoTOope Wi 1-m
untpone VRN-1, xotopeie Moriu Obl 00yclaBIMBaTh SPOBOM THUIT Pa3BUTHUS
(Tao6mn. 3 npunoxenus). Cornacuo Jopodeery u ap. (1979), Bce dhopmer T. urartu
ABIsIIOTCS 03uMbIMH. [lo manHbiM ['oHuyapora (2002) - Tonpko 2% oOpasios T.
urartu saBiAr0TCsS APOBBIMHU.

B otnuune ot npeapiayiero Buzaa, Bua Ae. speltoides - npeamectBennnk B- u
G-reHOMOB XapakTepu3yeTcst OOIBIIMM KOJIMYECTBOM (POpPM C SPOBBIM TUIIOM
pasButusa- 69%, cormacHo gaHHBIM ['oHuapoBa (Goncharov 2002). Jlns sTtoro
BUJa OB OOHAPYKEH JUTCSHHBIA KOHTPOJb yKa3zaHHOro npu3Haka (I'oHuapoB u
KonoBanos, 1996). Haimie wuccienoBaHue He BBIIBUIO SIPOBBIX (POpM cpeau
n3ydeHHbIX 00pa3noB Ae. speltoides, a Taxke HUKaKUX 3HAYUTEIBHBIX U3MEHCHHI
B cocTaBe peryisTopHbix paiioHoB Jjokyca VRN-1. CrnemoBatenbHO, BOIpOC O
TCHaX, KOHTPOJUPYIOIIUX sIpoBOM THm pa3Butus y Ae. speltoides tpebOyer

TAJIBHEUIIINX UCCIIEIOBAHU.

TempannouoHvie 6uobl
Y T. dicoccoides mbr oOHapyxkuau Heckoabko amaeneii VRN-1, koTopbie
SBJSIFOTCS  IIMPOKO PACIPOCTPAHEHHBIMH CPEIU KYJIBTYPHBIX IOJUILIOUHBIX

dopm. Amnens VRN-Alb He Bcerma cBsizaH ¢ SpOBBIM 00pa3oM JKU3HU Y
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rexcarutonaaor mmennnsl (Pidal et al. 2009); B wHamem wuccienoBaHWM OH
BBISIBJICH Y TpeX 03uMbIx oOpasmoB T. dicoccoides (Ta6a. 10). Bo3moxkHo 31O
OoOyCJIOBICHO TEM, 4YTO Jeleluss y JaHHOTO aleNisi He 3aTparuBaet
HETIOCPEICTBEHHO PETYJIATOPHBIE CAWThI MMPOMOTOPA, XOTS M HAXOIUTCS BOJIU3H
CArG-ookca (Puc. 46). Amrenr VRN-Ald Baumsier Ha Tun pa3BuTHS OoJice
CYIIECTBEHHO, BO3MOXKHO, OJ1arofaps JOIOJTHATEIBHON JCIICIINH, 3aTPparuBaroIeH
CArG-6okc. DToT anmenb 00yciaBIMBaEeT SPOBOM TUIl pa3BUTHS Y BCEX 00pa3IloB
T. dicoccoides, w3y4eHHBIX Kak B Hacrosied paboTe, Tak W B JPYrHX
uccinenoBanusax (Yan et al. 2004a; Golovnina et al. 2010). Amnens VRN-A1L
paHee BBISIBICHHBIN Y psija KyJIbTYPHBIX TETPAILIOMIHBIX (POPM MIICHUIIBI TaKKe
accorurpoBat ¢ sipobiM THIIOM (Oliveira et al. 2012).

[IpeacraBnsieTcss MaloBEepOSITHBIM, 4TO jaerepmMuHupoBaHHbil  VRN-Al
JIOKycOM sipoBO¥ T pa3BuTus y T. diccocoides Obut yHaciiemoBaH OT JApeBHEH
murmonaHo gopmbl T. urartu, mMOCKOJIbKY MOCHEAHUM, Kak OBLJIO OTMEUYEHO
BBIIIIC, SIBJIICTCS TPEUMYIIESCTBEHHO O3WUMBIM BHUIOM M y HETO HE BBISBIICHO
COOTBETCTBYIOIUX goMuHAHTHBIX ayviened VRN-1. Kato et al. (1997) uzyuanu
reorpaduueckoe pacupeneieHne pasandnbix Gopm T. dicoccoides u Hamum, 4TO
pacrmpesiesieHre IpOBbIX (JOPM OTPaHUUYEHO, B OCHOBHOM, 30HAMH C 00JIe€ TeIIIhIM
KJIIUMATOM. DTH aBTOPbI MPEIIOJIOKHUIN, YTO SIPOBOM THII MOT BO3HHKHYTH W3
IPEIIIECTBYIONICTO 03MMOro mpototumna 1. dicoccoides kak amanraius K Ooiee
TCIUTBIM ~ YCIIOBUSM TPOM3PACTaHUs, TO3BOJISIONIUM IEPEXOJUTh K CTaauu
KOJIOIICHHS 03 IIPeIBapUTEIILHON SPOBU3AIINH.

Hamm nanHbie yKa3pIBalOT HA TO, YTO BOSHUKHOBEHHUE SPOBBIX (POPM B APYTOii
BETBU TOJHUIUIOMIHBIX IMIICHHI- TiMOPheevii mpoucxoauino He3aBUCUMO U C
MOMOIIBIO IPYTOr0 MEXaHW3Ma, XOTSI U €CTh HEKOTOPOE CXOACTBO, a IMCHHO: B
ciygae T. timopheevii, kak u B ciydae T. dicoccoides, sipoBbie (HopMbl ObLTH
cBa3anbl ¢ mytauusiMu B VRN-AL nokyce. Crienryer OTMETUTD, YTO MEPBbIM BU/I, B
otiauuue ot T. dicoccoides umeer odeHb Y3KHI apea MPOUCXO0XKICHUS, OT OJHOM
NOMYJIAIIAMA, HAXOMAIIEHCS BOMM3M Tocenka 3aHaypu B 3amamgHoil [ 'py3um

(Mitrofanova et al. 2016). bnaromapss 3TOMy, JaHHBI BHJ XapaKTEePH3yeTCs
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BBICOKOM MOP(}OIOTHYECKON M IUTOreHETH4YeCKOl romoreHHocThio (Badaeva et
al. 1994). Hamm naHHbIE YKa3bIBaIOT Ha TO, YTO JTOT BHJ MOT BO3HHUKHYThH B
pe3ynbTaTe JIOMECTHKAIMK spoBoi (opmbl, wumeromed wuHcepuuio MITE-

TpaHcIi030Ha B cocTaBe 1-ro uHTpoHa VRN-AL (cM. nipeasIayIyto TJ1aBy).

4.3.3.5. Ponv mpancnozonoe MITE 6 r60ntoyuu noxycoe VRN-1

Nucepums MITE nanunoit 222 nH oOHapyxkeHa B coctaBe VRN-OGokca
nomunantHoro amenss VRN-Ala (Yan et al. 2004a). B pabore Yu et al. (2014)
OBLJIO TIOKA3aHO, YTO JaHHAas MHcepuus B ciaydae ee skcnpeccuu B Bujae PHK
MOXeT (HhOPMHUPOBATH CTAOWJIBHYIO HIMWJICUHYIO CTPYKTYpy. M3 coctaBa Msrkoii
nmeHunpl  Oputa u3onupoaHa MuUKpoPHK, romonornunas MITE VRN-Ala
(TamiR1123). B a10it e pabote ObLIO TMOKa3aHO, YTO KojuuecTBO 1amiR1123
MOBBIIIEHO B U30Tr€HHOW JIMHUH, conepxaiieit amiens VRN-Ala, nmo cpaBHeHHUIO ¢
JUHUEH coaeprKallle pereccuBHBIM amienb VIN-Al u cHuXKaeTcs 1moj BIUSHUEM
HU3KOM TeMIlepaTyphbl WJIM KOPOTKOTO CBETOBOTrO JHSA. Ha ocHOBe Koppensiuu ¢
ypoBHeM TpaHckpumuuu atenss VRN-Ala nmpeamonaraercs, uro TamiR1123 u
MPHK VRN-Ala cuuThiBatoTCs Kak €AUHBIM TPAHCKPUNT C MPOMOTOPA,
HaXOJAIIETroCs 10 HMHCEPILUHU WM Ha e¢ S'-QuaHKupylolmeM cauTe
“TTAAAAACC”) (Puc. 58). Iloka He sicHO,- KakuM o0Opa3om 3Tra MuUKpoPHK
MOXeT MoayiupoBath dkcnpeccuio  VRN-A1?  OmumH w3 MexaHU3MOB
npeanonaraer npsmoe aeucrsue MuUKpoPHK Ha mnpomortop rena. dpyrum
BO3MOXHBIM MEXAaHH3MOM MOXKET OBITh SMHUTCHETUYECKHHA, YK€ YITOMSHYTBIA
Bbllle B CBA3M c MyrtammsmMu B 1-m umHTpoHe VRN-1. Tak, BaxHyr poib B
NOJJIEP>KAaHUK PEIIPECCUPOBAaHHOTO cocTosinug reHa FLC apaOupomncuca urpaet
PHK, cunresupyemas BHytpu uHtpoHa 1 (Heo and Sung, 2010). Jannas PHK
obOecrieunBaer mocaaky PR2-  pempeccupyromero  KOMIUIEKCa — OENKOB,
OCYIIECTBISIONIETO METUIUPOBaHUE TUCTOHA H3 B ompeneneHHbIX MO3HIMAX,
COOTBETCTBYIOIMUX HeakTUBHOU dopme reHa (Bastow et al., 2004; DeLucia et al.,
2008). MOXHO TMPEaIoJOXKUTh, YTO C TIOMOIIBIO TMOJOOHOTO MeXaHu3Ma

mukpoPHK, cuntesupyemas B coctae MITE VRN-Ala, cnocoOHa akTMBHpOBaTh
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red VRN-1, moguduumpys xoHpopmaiuioo XpomMatuHa B OOJacTH MPOMOTOpA.
Tpetbst rumnote3a mnpennosiaraer Jo0aBlieHUE aIbTEPHATUBHOTO IMPOMOTOpA, B
KadyeCTBE BEPOSITHOTO MPETEHIEHTA JUIsi KOTOPOTO BBICTYMACT yKa3aHHAs BBIIIC
MOCJIEIOBATEIBHOCTh CalTa-MUILIEHH, TYTUIMIIMPOBAHHAS B PE3YJIbTATE MHCEPIIUH.
AHanoruyHBIi MeXaHU3M XxapakrepeH s Mutator-nogoOHBIX  3JIEMEHTOB
(MULE) (Lisch, 2002; Ferguson and Jiang, 2012).

Bropas uncepuius MITE B obnactu mpomoropa VRN-1- uncepuus piuHOM
215 mH B peneccuBHOM aymiene VIN-Gla, HeCMOTps Ha BBICOKYHO TOMOJIOTHIO C
MITE VRN-Ala (92%), umeeT COBEpIIEHHO APYroil M0 CTPYKTYpEe CalT-MUIIIECHb
“CTCCGCCCC” (Puc. 58). Orot cait HaxomuTcsi Ha paccrosiHuu 100 mH OT
ATG- xomona, mocie mpemmnonaraemMoro mpomoropa u CArG-6okca. Anamus
BTOPUYHOMN CTPYKTYpHI cooTBeTCTBYIoIIEeH MoJekyinsl PHK mokazan, 4to oHa He
crocobna mpoaynupoath MUKpoPHK, romonornunyro TamiR1123. B orimuune
or VRN-Ala, amnens vrn-Gla He oka3pIBacT 3aMETHOC BIIMSHHE Ha
YYBCTBUTEIHHOCTD K SIPOBU3AIUU.

Nucepuuss MITE gnunoit 424 mH B cocTraBe 1-ro MHTpOHA JHOMHHAHTHBIX
ameneit VRN-Alf-like u VRN-Alf-ins T. timopheevii He uMeeT rOMOJIOTHH C
JIBYMSI TPEIBIIYIIMMH WHCEPIUSMU M HE CIOCOOHA 00pa3oBHIBATH JOCTATOYHO
MPOTSDKCHHYIO, CTA0MIBHYIO MIMUJICYHYIO CTPYKTYPY B Clydae €€ TPAHCKPHUIIIUU
B mojiekyny PHK. Tem He meHee, ona nMmeeT oueHb cxonauyro ¢ MITE VRN-Ala
nocienoBaTeabHOCTh cadTa-muiieHu: “TAAAAAATA”. MexaHusMm BIUSHUS
stoit uHcepiuu Ha skcnpeccuto VRN-AL rena noka He siceH, XOTs, BO3MOXHO, OH
CBsI3aH C SIUTCHETHYCCKONW MouduKalield xpoMatuna (cm. . 4.3.1).

Oo6napyxenue MD kiacca MITE B cocrae VRN-1 nokycoB nmoarBepxaaeT
BOXHYIO pOJIb ATUX MO B HHCEPIMOHHOM MyTarenese. Jlpyrue paboThi
MOKa3bIBAIOT, YTO OTH TPAHCIO30HBI BBICOKO PACHPOCTPAaHEHBI B TEHOMax
pactennii (Bureau, Wessler, 1992; 1994) u 10BOJIbBHO 4acCTO acCOLMMPOBAHBI C
renamu  (Guermonprez et al., 2012). bonsmmacTBO  MITE  siBnsiroTcst
NENEeIIMOHHBIMU MPOU3BOJHBIMM U HCIHOJB3YIOT [JIsi CBOEro IepeMenieHUs

TPAHCII03a3y, KOJAUPYEMYIO aBTOHOMHBIMH 3JIEMEHTaMH. 3BeCTHO, 4TO mponecc
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AJJIOTIONIUITJIONTN3ALIMY, KaK Pa3HOBUAHOCTh CTpecca, CIOCOOEH HWHIYLHUPOBATh
uHcepuun MO HekoTopbIX KiaccoB U cemeiicTB (Matzke and Matzke, 1998;
Comai et al., 2000; Kashkush et al., 2003; Parisod et al., 2010). Hapsiay ¢ 3tum,
AKCIAHCHS MOJUIUIONJOB B PA3IMYHBIE IKOJIOTMUYECKUE M KIMMATHYECKUE 30HBI
CO37a€T pa3HOOOpa3re BHEIIHUX (PAKTOPOB, KOTOPHIE TAKKE MOTYT OKa3bIBATh
BIUsHUE Ha akTUBHOCTE MD (Bennetzen, 2000). Bce 3t dakTopsl yCKOPSIOT
poliecc TeHeTUYECKOM U3MEHYMBOCTH, B TOM uucie, B coctae VRN nokycos, u
CO3/aI0T OOMIMPHBIA MaTepuai JJIsl CEJNEKIHMH HOBBIX (OPM MOJIUTIIIOUTHBIX

pacTeHuii moji JeHCTBUEM €CTECTBEHHOIO UM UCKYCCTBEHHOTO 0TOOpA.

TTAAAAACC MITE 222 nH——TTAAAAACC

VRN-Ala T
CarG hox

- ATG

(sIpoBOiIf)
199 |169
CTCCGeccc—— MITE 215 nH fafescianes
VRN-Gla TTAAAAACC CTCOBOOCC
CarG box

(03UMBII1) |

e

TAARAAAATA MITE 424 nH

VRN—A ]fl inS FTAAAAACC 50 nH geenusn e

CarG box

(s1poBOIf) |
Puc. 58 Cxewmsl paznuunbix amieneit VRN-1 ¢ uncepuusimu MITE tpancno3onos.
Oo6o3nauensl mnpeanojaraecmbie  TATA-O0okc (TTAAAAA) u CArG-6okc.
OTMeueHbl TOYHBIE MO3ULMHU (B TMH) HMHACIEHM M PETyJISITOPHBIX CAWTOB OT
craproBoro kogona (Shcherban et al. 2016Db).

TAAAMAATA
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3AK/TIOYEHUE

BOJIbIIMHCTBO BBICIIUX PACTEHUM SIBJISIOTCS AJUIONOJIUILIONIAMH, BO3HUKIIUMHU B
pe3yabpTaTe OJHOro W Oojiee payHI0B AJUTONMOJUILIONAU3ANHU. Jlo HacTosmel padoThl
HCCJICIOBAHUS MPOIECCOB TeHOMHOM peopraHuzanuu 101 JIeCTBHEM
AJUIONOJIMIUIONIU3AIMU OBbLIIM HAIpPaBJICHbI, B OCHOBHOM, Ha M3YY€HUE XPOMOCOMHBIX
MEPECTPOCK, TEHETUUYECKUX HM3MEHEHHWM M TOCIEACTBUM ATUX HW3MEHEHUW Ha YpPOBHE
TpaHckpuntomMma. B To ke BpeMs OCTaBaIMCh NPAKTUYECKHM HEU3YUYCHHBIMHU
peopranusanuu, cBs3aHHble ¢ Hekoaupyromumu [T JJHK, renamm «gomamHero
XO3SMCTBa» W CHEIUAIU3UPOBAHHBIMU TE€HAMH, WIPAIOIIMMHM KJIIOYEBYIO pOJIb B
pacIIupeHny aIalTHBHOTO MOTEHIMANA aJIONOIUIIION10B. B HacTosiel padore ObLIN
HCCIIeIOBaHbl OCOOCHHOCTH PEOpTraHM3allii BBINICYKA3aHBIX KOMIIOHCHTOB T'€HOMa, a
uMmenHo: LTR perporpancnozonoB, reHoB pPHK u romeonornunsix renoB VRN-1 B
rpoiiecce 00pa30BaHUS U IBOJIOIUN aJUTOMOIUTIIIONIHBIX BUIOB 3JIaKOB.

[Ipy m3ydyeHUW JUBEPTEeHIIMHM KOPOTKOM MOCJIEAOBATEIBHOCTH PETPOTPAHCIIO30HA
gypsy B renomax komiuiekca O. officinalis puca Ob10 mMOKa3aHo, YTO |y
AJUTOTETPATUIOUIHBIX BUJOB KOMILUIEKCA COXPAHSIOTCS BHUIO-CICIU(UUHBIC MATTEPHBI
OpraHu3alMd  JaHHOTO  PETPOIJIEMEHTA, XapakTepHblE 1 JUIJIOUIHBIX
MpeAINIeCTBEHHUKOB. B pampHeimem, 23Ta  ocoOeHHocTh  3Boitormu  LTR
pETpPOdJIEMEHTOB Obllla TOATBEPXKJICHA MPH aHAIM3€ OTIACIBHOTO CEMEHCTBAa 3THUX
3JIEMEHTOB, crnenuduyHoro mus D-cyOreHomMa MSTKOW MIIEHHWIBl, 1. aestivum.
CnenyromuM 3TanoM ObUI  aHAIM3 paHHUX TEHOMHBIX HW3MEHEHHH B COCTaBe
UCKYCCTBEHHBIX amdurutonioB Triticum X Aegilops u ux comocraBiieHHe ¢ TCHOMHBIMH
W3MEHEHUSAMH Y TPUPOJHBIX AJUIONOJMIUIONI0B. MHUIIEHBIO UCCIEIOBAHUS SIBIISUIUCH
TaHJEMHbIE MAaKpPO- U MHUKPOCATEJUIUTHBIC TMMOBTOPHI, a TaKKE KOJIUPYIOLINE YMEPEHHO-
noBTopstouuecs nociuenosarenbHoctd reHoB 45S u 5S pPHK. B cocraBe nepBbix 2-x
KOMITOHEHTOB HE OBUIM OOHApYy>KEHbI KaKue-TM0O CYIIeCTBEHHbIE W3MEeHEeHUs. bwuio
BIIEpBBIC MOKa3aHO, uTo cynpeccusi TeHoB pPHK B ogHOM M3 poauTenbCckux cyOreHOMOB
COMPOBOXKIAETCS AIUMHUHALIMENH CYIPECCUPOBAHHBIX T'€HOB B OTJEIBHBIX XPOMOCOMHBIX
Jokycax. Yka3anHbeie n3MeHeHus: reHoB pPHK B coctaBe cunTeTnyecknx ampuUIionoB
OTPaXKarOT aHAJIOTUYHBIE MPOLECCHI, TPOUCXOISAIINE Y CXOAHBIX IO TCHOMHOMY COCTaBY

IMPUPOAHBIX AJIJIOIIOJIUIIIIONIOB.
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AHanu3 romeonornusbix JokycoB VRN-1 y MArkoil nimeHunbl MOKa3ad pa3iInyHbIA
YPOBEHb JKCIPECCHH STUX JIOKYCOB, B 3aBHCHUMOCTH OT CTPYKTYpPbBI PEryJIsTOPHBIX
palloHOB M BIIEpPBbIE MPOJEMOHCTPUPOBA BaxHYI0 poib 1-ro uHTtpona VRN-1 B
OIpe/IeNIEHNU YPOBHSI TPAHCKPUIILIUU U CPOKA KOJIOIIEHUSI SIPOBBIX (POPM JTaHHOTO BHUJA.
B pesynbraTe sTOro ananmza Obula pa3paboTaHa cHUCTEMa MOJIEKYJSIPHBIX MapKepoB,
MO3BOJISIIONIAST MTPOBOJAUTH CKPUHUHI ToMeosiormuHbiX JIokycoB VRN-1 B matepuane
MIICHUI] PA3IMYHOTO MPOUCXOKACHUS U YPOBHS TIOMAHOCTU. C HCIOIB30BaHUEM ITOU
CHUCTEMBbl OBUIO BIIEPBBIE YCTAHOBJIEHO, 4YTO (OPMHUpPOBAHHE BCETO Pa3HOOOpa3us
aJyieNie ATUX JOKYCOB M MX KOMOMHAIIMMA, ONPEENIIONINX UPOKOE pacpoCTpaHeHHE
TOJIUTIJIOUTHBIX TIIISHUI] MPOUCXOANIIO Ha MOJIUILUIOUIHOM YPOBHE, B pe3ylibTaTe 0T00pa
yesnoBekoM VRN-1-ramioTumnoB, ONTUMAIbHBIX 71 T€X WIA HHBIX KIMMAaTHUYECKUX
YCJIOBUH.

Takum 00pa3om, pe3yJibTaThl, NMPEACTABICHHbIE B HACTOALIEH paboTe MO3BOJISIOT
KOMIUIEKCHO ~ OIIEHUTh pOJIb PA3IMYHBIX KOMIIOHEHTOB TE€HOMa B MpoIlecce
peopraHM3anuy reHoMa Moj JEHCTBUEM CTPECCOBOTO (hakTopa aJlIONOIUILUIONAN3ALUY.
Pe3ynpTaThl JAHHOIO UCCIIEIOBAaHUS OTKPBIBAIOT IEPCHEKTUBY JUIS JAlIbHEHMILIEro
aHaJIM3a BBISBICHHBIX T€HOMHBIX PEOPraHM3alUi U UX aJallTUBHOIO 3HAYEHMS, a TAKKe
JUIS.  UCIOJIb30BAHMS 3TUX PEOpPraHU3alUil B CEJNIEKIMMHM HOBBIX (POPM XO35HCTBEHHO-

IOCHHBIX BHUJOB 3J1aKOBBIX paCTeHHfI, TaKHUX KaK MAT'Kad IIIICHUIA, puUC U Op.
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BbIBO/bI
1) Iloka3aHo, 4TO y aJUIONMOJUILIONAHBIX BHA0B KoMiuiekca O. officinalis puca
COXpAHSIIOTCSI TATTepHBI opraHu3anuu gypsy- mogodHoro LTR perpoanemenTa,
cnenu@UUHbIC J151 AUTUIOUIHBIX BUOB- MPEIIIECTBEHHUKOB.
2) Tlokazano, uto mposmdepals BBICOKO-TIpeAcTaBieHHOro cemeirictea LTR
pPETPO3IEMEHTOB B cocTaBe D-cyOreHoma MSrKOM NUIEHUIBI MPOUCXOAWIA Y
JTUTUTOUTHBIX TIPEANIECTBEHHUKOB 3TOT0 CyOreHOMa, M B XOJ€ HBOJIOIUHU aJlIo-
MOJUIUVIOUIHBIX (POPM 3TO CEMEHUCTBO COXPAHWIIO CBOI TEHOM-CHEHU(PUUIHYIO
OpraHU3aLMIO U JIOKAJTU3ALMIO HA XPOMOCOMAX.
3) Ha monenu cuaTeTHueckux amduruionaoB Triticum X Aegilops mokaszaHo, 4To
y)K€ B TIEPBBIX IOKOJICHHSIX TIIOCJE CKPEIIUBAHUSA TIPOUCXOIUT CYIpPEeCcCHs U
IUMUHAIMSA  OTHAeIbHBIX OnokoB 45S m 5S pPHK- renoB B ogHOM u3
POUTEITLCKUX TEHOMOB, MPHUBOISIIAS K (OPMHUPOBAHUIO CHEIU(DUICSCKOW IS
KQ)XJIOTO aJVIONOJIUILION 1a OpTraHU3alMK 3TUX JOKYCOB.
4) Tlposenen wmousekysipubeii ananmu3 reHa VRN-1, ompenenstomiero BaskHbBIE
bU3MOIOTHYECKUE TPU3HAKK- PEAKIMI0O Ha SPOBUBAIMI0O U CPOK KOJIOIICHHS.
VYcTaHOBIEHO, YTO B OCHOBE CTPYKTYpHO- (YHKIMOHAIBHOM JTUBEPTEHIIUU
romeosiornyHeix TeHoB VRN-1 B Xome »BONIONUU aJUTOMOJUTIIOUIHBIX (Hopm
MIIIICHUITBI JIKAT U3MEHCHHS B CTPYKTYPE OCHOBHBIX PETYJISITOPHBIX PailOHOB:
IPOMOTOpa U 1-ro UHTPOHA, TIPU ITOM:
- TPOJEMOHCTPHpPOBAaHA pOJb 1-TO WHTpPOHA B OMNPEACICHUH YpPOBHSA
tpaHckpuniuu VRN-1 reHa u cBSI3aHHOTO C 3THMM YPOBHEM CpPOKa KOJIOIICHHS Y
SPOBBIX (HOPM.
- pa3paborana cuctema [11{P-mMapkepoB, mo3BoJIstONIAs MPOBECTH KOMIUIEKCHYIO
OIICHKY CTpYKTypHO-pyHKImoHanbHON auBeprennuu VRN-1 jokycoB B xoxe
HBOJTFOITMU BUJIOB MIICHUIIBI PA3TUYHOTO YPOBHS TIOUHOCTH.
5) YcraHOBIIGHO, YTO TPOUCXOXKIACHUE SPOBBIX (POPM Y TMONHMILUIOWIHBIX BHJIOB
MIICHUII, HAa4YMHAs C TEPBbIX JUKOPACTYIIUX TETPAIUIOUIHBIX BHUIOB
(BBAA/GGAA) o00yciaoBiIeHO BO3HUKHOBEHHEM M PAcCIpPOCTPAHCHHUEM B

pe3yJbTare CeNeKUUH HOBBIX JOMUHAHTHBIX amieneil VRN-1 nokycoB, He
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CBS3aHHBIX MO MPOUCXOXKACHUIO C  QJICSIMU  JTUIUIOWIHBIX  BUJOB-
npenmnoiaraeMsix 10HOpoB A- u B(G)- cyOreHoMoB.

6) [lokazaHo, 4TO MMPOKOE PACTPOCTPAHCHHUE MSATKON MIICHUIIBI B Pa3TMYHBIX
KIUMATHYECKUX  30HAaX  OOYCJOBIEHO  OMPEJCICHHBIMH  COYCTAHUSIMHU
romeoaieneid VRN-1, ompenensronmMu ONTHUMAIbHOE BPEMS KOJIOMICHUS ISt

TOI'O UJIM NHOT'O PEruoHa.
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HNPUJIOKEHUSA

Ta6ua. 1 Buasl komiuiekca O. officinalis, ucnons3oBanubie B padboTe

Bz (CHHOHIM)! leom  Umcrmo Kat. Ne? [TporcxoxaeHe
XPpOMOCOM
0. officinalis Wall ex Watt CcC 24 106520 " Ianya Hosas [Buxes
¥531-1 Manafisus
7784 MbaHMa
105684 Hupounesus
*105396 Kurait
*100948 Hunus
O. eichingeri Peter cCc 24 *105412 Ilpu Jlanka
101422 YraHOa
*105161 YraHga
O. rhizomatis Vaughan CcC 24 105659 Ilpy Jlaraca
105429 ITTpu Jlarka
105268 ABcTparmn
101397 ABCTpaym
0. punctata Kotschy ex BB 24 101434 TaH3aHus
Steud. + 104073 Kamepyn
104154 Kamepyn
O. punctata BBCC 48 101330 Hurepus
(= O. schweinfurthiana Prod.) 105137 Konro
+105153 Hurepus
O. minuta J.S. Presl. ex BBCC 48 *§2048 DHTAITHHEL
C.B. Presl. 101097 ST
O. officinalis BBCC 48 *105223 Flupys
(= O. malampuzhaensis 105328 Hpua
Krish. et Chand.)
0. grandiglumis (Doell) Prod. CCDD 48 +* 101405 - Bpaswo
105156 Epasm
0. latifolia Desv. CCDD 48 100165 T'saTemana
+ 105139 I'saremana
O. alta Swallen CCDD 48 105138 Cyputam
~ *100161 Epaswm

"Homenknarypa komiuiekca (Ha3BaHHUs BUIOB, TeHOMbI) cooTBeTcTBYeT Vaughan (1994)
206pa3u51 noJy4eHsl U3 MexmyHapogHoro reabanka puca (Jloc-banoc, @ununmnuHel) u
Wucturyra arpodbuonorndyeckux uccienosanuit (Llyky6a, SAnonus).

*-00pa3iibl, B3ATHIC IS BBIJCICHHS TocheaoBaTenbHocTel INT-1oMeHa



Ta6a. 2 PPD-D1/VRN-1 renotunst EBponeiickux u PoccHiiCKUX SIpOBBIX COPTOB

MATKOM MIeHUIbl T. aestivum
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Tenorun™

N° Kar. Ne Coprt Crpana npowc- Cpox

XOAACHHA PPD-D1 VRN-AL VRN-B1 VRN-D1 KOTIOMICHHA

1| TRI811 Erbachshofer I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 76
2 | TRI7254 Orca I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 77
3| TRI771 Nordost Sommerweizen T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 71
4 | TRI776 Weihenstephaner Zinn T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 75
5| TRI117879 Naxos T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 63
6 | TRI6331 Hohenheimer Alte Zucht I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 76
7 | TRI824 Friedrichswerther Jabo Tepmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 72
8 | TR16332 Retzer Tepmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 75
9 | TRI1842 Strubes Schlesischer Grannen I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 72
10 | TR1852 Findlings Igel I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 72
11 | TRI1853 Gelber Igel T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 75
12 | TRI1917 Friedrichswerther Zelo Weizen | T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 73
13 | TRI1953 Bensings Frither T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 86
14 | TR13258 Peragis Garant T'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 76
15 | TR14355 Perlweizen I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 82
16 | TRI15307 Dippoldiswalder I'epmanus PPD-D1b VRN-Ala vrn-B1 vrn-D1 72
17 | TR17779 Lichtis Friih T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 64
18 | TRI13260 Rimpaus Langensteiner T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 75
19 | TRI18177 Adler T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 64
20 | TRI5322 Janetzkis Markgraf I'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 72
21 | TRI8146 Probat T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 73
22 | TRI 3256 Heines Koga T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 73
23 | TR110174 Solo T'epmanus PPD-D1b VRN-Ala VRN-Blc vrn-D1 72
24 | TRI 3450 Weihenstephaner Frith I'epmanus PPD-D1b VRN-Ala xsm:gii vrn-D1 72
25 | TRI799 Adlungs Alemannen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
26 | TRI841 Hildebrandts Grannen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
27 | TRI850 Friedrichswerther Grannen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
28 | TRI 862 Znaiers Sommerbartweizen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 74
29 | TR1939 Jabo T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
30 | TRI1488 Hohenheimer Franken T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 82
31 | TRI1945 Oberpfilzer Landweizen I'epmanms PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
32 | TRI2237 Lichti T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
33 | TRI13293 Bornebusch T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
34 | TRI 3403 Breustedts Teutonen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
35 | TRI3438 Deutscher Roter I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
36 | TRI 3444 Weifler Kolbenspelz I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
37 | TRI4937 Heines Koga Il T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
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38 | TRI952 Heines 8080 Tepmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
39 | TRI 3449 EndreB Fichtelgebirgs I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
40 | TRI 3454 Roter Wechselweizen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 68
41 | TRI 3455 Freisinger Landweizen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
42 | TRI 4555 Rimpaus Bastardo, Temprano I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
43 | TRI14932 Breustedts Densi I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 74
44 | TRI 4933 Breustedts Lera T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
45 | TR14938 Carpo T'epmanns PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
46 | TRI5317 Gelchsheimer T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
47 | TRI 8408 Claudius I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
48 | TRI 8456 Strubes Grano I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
49 | TRI 8409 Kolibri T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
50 | TRI9471 Catriso T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
51 | TRI 8457 Roter Lowe T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
52 | TRI817 Bensings Allerfriihster I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
53 | TRI19424 Janus I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 68
54 | TRI 3401 Wieselburger Kolben T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
55 | TR1814 Heines Germania Tepmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 83
56 | TR1818 Weihenstephaner Zimbern I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
57 | TRI1802 Derenburger WeiBahriger I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 85
58 | TRI772 Engelens 561 I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
59 | TRI 1565 Postelberger Friih I'epmanms PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
60 | TRI1931 Stephanis Sieger Tepmanust PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
61 | TRI809 Eglfinger Hohenstaufen I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
62 | TR19423 Gaudenz I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 68
63 | TRI1804 Kittnauer Sommerweizen I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
64 | TRI796 Jassener T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
65 | TRI4931 Heines Fasan T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
66 | TRI1789 Postelberger Wechsel St. 61 I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 82
67 | TR1798 Bergers Giersdorfer I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 83
68 | TRI 805 Raeckes Weisspelziger Tepmanust PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
69 | TRI820 Mahndorfer Viktoria T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
70 | TRI786 Zimmermanns Opferbaumer T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
71 | TRI810 Wahrberger Sommerweizen T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
72 | TR129513 Melon T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
73 | TRI8147 Wachtel T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
74 | TRI29475 Kalistos T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
75 | TRI15306 Diamant T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
76 | TR110975 Bali T'epmanns PPD-D1b VRN-Ala VRN-Bla vrn-D1 67
77 | TRI 7256 Perso I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 78
78 | TRI29484 Velos I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
79 | TRI129526 Anemos I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
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80 | TRI5443 Strubes Carpo I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 77
81 | TRI765 Stephansdorfer Land I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
82 | TRI18409 Kolibri T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
83 | TRIsa30 | Seslers Filther Roter Tepmams PPD-D1b VRN-Ala VRN-Bla | vm-D1 69
84 | TRI773 Nordstetter T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
85 | TRI5318 Gerda I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
86 | TRI15328 Mahndorfer Burgunder I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 74
87 | TRI19529 Kleiber I'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
88 | TRI5444 Triesdorfer Opal T'epmanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
89 | TRI836 é‘;;::g;ﬂ‘%’;’r‘s Begrannter Tepmams PPD-D1b VRN-Ala VRN-Bla | vm-D1 71
90 | TRI 822 Postelberger Wechsel St. 59 Tepmanus PPD-D1b VRN-A1lb VRN-Bla vrn-D1 81
91 | TRI790 Postelberger Wechsel St. 7 I'epmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 80
92 | TRI 766 Strubes Weilidhriger Frither I'epmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 71
93 | TRI1783 Heines Noe I'epmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 88
94 | TRI791 Wohltmanns Griine Dame Tepmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 86
95 | TRI1803 Stadlers Weisspelziger Tepmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 85
96 | TRI1329 \'f\fsgﬁs';f\‘f\;elszteﬁoz TepMatns PPD-D1b vrn-Al VRN-Bla vrn-D1 80
97 | TRI1825 Schéndorfer I'epmanus PPD-D1b vrn-Al VRN-Bla vrn-D1 71
98 | TRI823 Bohmischer Wechsel St. I'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 85
99 | TRI1828 Carons Eldinger Kleber T'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
100 | TRI867 g;:ﬁ:f;gﬁr Samtiger Tepmanus PPD-D1b vn-Al VRN-Bla vrn-D1 83
101 | TRI1950 Hornings Griine Dame I'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 78
102 | TRI5297 Bergers Ottersdorfer T'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 85
103 | TRI5308 Eldinger Sonnenwend T'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
104 | TRI5437 Heines Neuzucht I'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 85
105 | TRI 806 Wohltmanns Blaue Dame I'epmanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 83
106 | TRI 3447 Bergers Hellgelber T'epmanus PPD-D1b vrn-A1 vrn-B1 vrn-D1 78
107 | TR111031 | Goldene Aue Tepmanus PPD-D1b vrn-A1 vrn-B1 vrn-D1 ?::M"‘ﬁ
108 | TRI4749 Elscher Wechsel Tepmarus PPD-D1b vrn-Al vrn-B1 vrn-D1 ?::M"'ﬁ
109 | TRI 4836 Kittnauer Wechselweizen T'epmanus PPD-D1b vrn-A1 vrn-B1 vrn-D1 ?;::M"'ﬁ
110 | TRI19448 Vendel IBemus PPD-D1b VRN-Ala vrn-B1 vrn-D1 66
111 | TRI 16639 Troll (WW 26 303) [IBenus PPD-D1b VRN-Ala vrn-B1l vrn-D1 66
112 | TRI 7220 Svalofs Progress IBemus PPD-D1b VRN-Ala vrn-B1 vrn-D1 75
113 | TRI 9351 Weibulls Rang IBemus PPD-D1b VRN-Ala vrn-B1 vrn-D1 72
114 | TR15347 Svalofs Ella IIBenus PPD-D1b VRN-Ala vrn-B1 vrn-D1 77
115 | TR1948 Svalofs Kolben IBerums PPD-D1b VRN-Ala vrn-B1 vrn-D1 75
116 | TRI4943 Weibulls Atle IIBemus PPD-D1b VRN-Ala vrn-B1 vrn-D1 71
117 | TRI18407 Svalofs Alma IIBenus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
118 | TRI15426 Dalannes IIBenus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
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119 | TRI4946 Fylgia lBerms PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
120 | TRI 7218 Svalofs Drott IBenus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
121 | TRI1462 Saerinnen 66 Hopserus PPD-D1b VRN-Ala VRN-Bla vrn-D1 67
122 | TRI5323 Jaufulla OuHIHANSL PPD-Dla VRN-Ala vrn-B1 vrn-D1 65
123 | TR19933 Veka OunnaHAUA PPD-D1b VRN-Ala vrn-B1l vrn-D1 72
124 | TRI 7223 Apu DUHIHAUSL PPD-D1b VRN-Ala VRN-Blc vrn-D1 70
125 | TRI1466 Vehanti OuHnAHAUA PPD-D1b VRN-Ala VRN-Bla vrn-D1 64
126 | TRI12957 Tammi OuHAHAUA PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
127 | TR12955 Kimmo OuHAHAUA PPD-D1b VRN-Ala VRN-Bla vrn-D1 65
128 | TRI 7224 Touko OunnaHAUA PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
129 | TRI1470 Ruskea OuHIIHAUSL PPD-D1b VRN-Ala VRN-Bla vrn-D1 67
130 | TRI 3176 Sopu DunHITHANS PPD-D1b VRN-Ala VRN-Bla vrn-D1 68
131 | TRI 5355 Vihantilainen DuHITHAUSL PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
132 | TRI5320 Hauka DunHITHANS PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
133 | TRI5420 Jufy | Bemuko6purannst | PPD-D1b VRN-Ala vrn-B1l vrn-D1 71
134 | TRI9339 Maris Halberd Bemuko6puranns | PPD-D1b VRN-Ala vrn-B1 vrn-D1 70
135 | TR13118 PLM Bemukobpuranus | PPD-D1b VRN-Alb vrn-B1 vrn-D1 72
136 | TRI 6960 April Bearded Bemukobpuranust | PPD-D1b VRN-Ala VRN-Bla vrn-D1 74
137 | TR19338 Maris Butler Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
138 | TRI781 Red Five Bemuko6purannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
139 | TRI 3164 William Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
140 | TRI5357 White Fife Bemkobpurarus | PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
141 | TR19973 Maris Dove Bemkobpuranus | PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
142 | TRI 797 Glyndon St. 1215 Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
143 | TRI 5296 Augustson Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
144 | TRI 4945 Atson Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
145 | TR19340 Maris Pinion Bemkobpuranus | PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
146 | TR1831 Pringles White Wheat Bemukobpuranus | PPD-D1b VRNAla VRN-Bla vrn-D1 73
147 | TRI833 Haynes Bluestern Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 82
148 | TRI 3459 Stripe Bemukobpurannst | PPD-D1b VRN-Ala VRN-Bla vrn-D1 72
149 | TRI 4365 Warren Benmukobpuranus | PPD-D1b vrn-A1 VRN-Bla vrn-D1 61
150 | TRI9432 Compair Benukobpuranust | PPD-D1b vrn-Al vrn-B1 VRN-Dla 74
151 | TRI 10286 Maris Ensign Bemuxobpuranus | PPD-D1b vrn-Al vrn-B1 vrn-D1 81
152 | TR110173 Nudif TP 241 benbrus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
153 | TRI110979 Cesar Dpannust PPD-D1la VRN-Ala VRN-Blc vrn-D1 70
154 | TRI1489 Pringles Champlain Dpanuus PPD-D1b VRN-Ala vrn-B1 vrn-D1 70
155 | TRI16978 Florence Aurore Dpannust PPD-D1b VRN-Ala vrn-B1 vrn-D1 63
156 | TRI9526 Ardent Opanuus PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
157 | TRI14924 Aubers Opanuus PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
158 | TRI863 Suede de Mars Dpannms PPD-D1b VRN-Ala VRN-Bla vrn-D1 73
159 | TRI4353 Aurre de Printemps Dpannms PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
160 | TRI1980 Normandie Dpannust PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
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161 | TRI 6971 Bladette de la Garonne Dpannms PPD-D1b vrn-Al VRN-Bla vrn-D1 89
162 | TRI 834 Bordeaux Dpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 83
163 | TRI1948 Ble de Bordeaux ODpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
164 | TRI3088 Touzelle Blanche Barbu ODpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 72
165 | TRI4078 Vilmorin 29 Dpannms PPD-D1b vrn-A1 VRN-Bla vrn-D1 85
166 | TRI2979 Richelle Blanch de Naples Dpannms PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
167 | TRI4925 Champ Joli Dpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
168 | TRI5310 Eureke ODpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 70
169 | TRI3530 Bladette de Besplas Dpannus PPD-D1b vrn-A1 VRN-Bla vrn-D1 86
170 | TRI 6973 Bon Moulin Dpannms PPD-D1b vrn-A1 VRN-Bla vrn-D1 93
171 | TRI6981 Gefir Dpaniyst PPD-D1b vrn-Al VRN-Bla vrn-D1 83
172 | TRI6987 Innovation Bataille 30 Dpannust PPD-D1b vrn-Al VRN-Bla vrn-D1 73
173 | TRI 7120 Suzanne Favereau Dpannust PPD-D1b vrn-A1 vrn-B1 VRN-Dla 83
174 | TRI 10994 VPM 1.1.3.4. Dpannus PPD-D1b vrn-Al vrn-B1l vrn-D1 81
175 | TRI 7559 Calatrava Vcnanus PPD-D1b VRN-A1lb VRN-Bla vrn-D1 74
176 | TRI 5425 Chacra Il Hcnanus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
177 | TRI 7558 Cabezorro HUcnanus PPD-D1b vrn-A1 VRN-Bla vrn-D1 77
178 | TRI 7561 Canaleja HUcnanus PPD-D1b vrn-Al VRN-Bla vrn-D1 48
179 | TRI 6325 Rosate Vcnanus PPD-D1b vrn-Al VRN-Bla vrn-D1 68
180 | TRI 7674 Morisco Vcnanus PPD-D1b vrn-Al VRN-Bla vrn-D1 69
181 | TRI5333 Pelajo Ucnaunus PPD-D1b vrn-Al VRN-Bla vrn-D1 71
182 | TRI 5466 Dwoling Ucnaunus PPD-D1b vrn-Al VRN-Bla vrn-D1 74
183 | TRI 7563 Navarro 122 Hcnanus PPD-D1la vrn-Al vrn-B1 vrn-D1 103
184 | TRI 8467 Impeto Wrams PPD-Dla VRN-Ala VRN-Bla vrn-D1 78
185 | TRI 7114 Forlani Uranust PPD-Dla VRN-Alb vrn-B1 VRN-Dla 83
186 | TRI777 Barletta Wranus PPD-D1b VRN-Ala VRN-Blc vrn-D1 68
187 | TRI3128 Prodigio Italiano Uramnst PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
188 | TRI3162 Apulia Strampelli Wramus PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
189 | TRI12937 Terminilo Wrams PPD-D1b VRN-Alb VRN-Bla vrn-D1 73
190 | TRI 3966 Maria Luiza Uramnst PPD-D1b VRN-Alb VRN-Bla vrn-D1 70
191 | TRI 8471 Montagnano Wtamus PPD-D1la vrn-Al VRN-Bla VRN-D1la 71
192 | TRI 8469 Madif 113 HWranus PPD-Dla vrn-Al VRN-Bla vrn-D1 75
193 | TRI 4560 Abbendanzer Uramust PPD-Dla vrn-A1 VRN-Bla vrn-D1 77
194 | TRI5394 Generoso Uramust PPD-Dla vrn-A1 VRN-Bla vrn-D1 77
195 | TRI5395 Mara Wtamus PPD-D1la vrn-A1 VRN-Bla vrn-D1 71
196 | TRI 8459 Cambino Wtamus PPD-D1b vrn-A1 VRN-Bla vrn-D1 76
197 | TRI 3111 Francineto Uramust PPD-D1b vrn-A1 VRN-Bla vrn-D1 83
198 | TRI3891 Gentile Rosso Uranus PPD-D1b vrn-A1 VRN-Bla vrn-D1 87
199 | TRI3893 Florence 135 Wranus PPD-D1b vrn-41 VRN-Bla vrn-D1 63
200 | TRI3456 Carlotta Marcoldi Wtamus PPD-D1b vrn-A1 VRN-Bla vrn-D1 76
201 | TRI15393 Funo Wramus PPD-D1la vrn-Al vrn-B1 VRN-Dla 75
202 | TR18188 Falchetto Uranus PPD-Dla vrn-Al vrn-B1l VRN-Dla 69
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203 | TR15392 Fortunato Wranus PPD-Dla vrn-Al vrn-B1 VRN-Dla 70
204 | TR15338 Riccio Uranns PPD-D1b vrn-Al vrn-B1 VRN-Dla 72
205 | TRIB466 | Gallini Viranus PPD-Dla vrn-A1 vrn-B1 vrn-D1 Ot

206 | TRI7129 Tevere HWranus PPD-D1la vrn-A1 vrn-B1 vrn-D1 106
207 | TR110104 BLH7 IOrocnasus PPD-D1la vrn-Al VRN-Bla vrn-D1 81
208 | TRI7904 B.L. 581 IOrocnapust PPD-D1b vrn-Al VRN-Bla vrn-D1 76
209 | TRI17636 AnGarms PPD-DIa vrn-Al vrn-B1 vrn-D1 O

210 | TRI7905 Academia RPR 48 Pymbiaus PPD-D1b VRN-Ala VRN-Blc vrn-D1 64
211 | TRI5375 Akademia 48 PymbIaus PPD-D1b VRN-Ala VRN-Blc vrn-D1 70
212 | TRI5374 ICAR 1/42 Pymbrans PPD-D1b VRN-Ala VRN-Blc vrn-D1 69
213 | TR18332 Cluj 1717 Pymbiaus PPD-D1b VRN-Ala VRN-Blc vrn-D1 68
214 | TR19795 Tirgu Frumos 48 PymbIans PPD-D1b VRN-Ala VRN-Bla vrn-D1 70
215 | TR110101 Cimpia Turzii 805 PymbInust PPD-D1b VRN-Ala VRN-Bla vrn-D1 66
216 | TR19796 Ulca Alba PymbInust PPD-D1b VRN-Ala VRN-Bla vrn-D1 69
217 | TR19790 Magurele 7 Pymbians PPD-D1b VRN-Ala VRN-Bla vrn-D1 64
218 | TR18333 Cluj 2251 Pymbiaus PPD-D1b VRN-Ala VRN-Bla vrn-D1 71
219 | TRI15423 Barrukan M.A. Pymbiaus PPD-D1b vrn-A1 VRN-Bla vrn-D1 76
220 | TRI17648 gg'rﬁfl‘jnpgjs'gglvz Z;a) Pymbinnst PPD-Dla vrn-Al vrn-B1 vrn-D1 ?:;‘M"‘ﬁ

221 | TR111751 Dimitrovka 5-2 Bonrapus PPD-D1b VRN-Ala vrn-B1 vrn-D1 66
222 | TR110283 Nr. 1926-10 Bonrapus PPD-D1b vrn-Al VRN-Blc vrn-D1 75
223 | TRI14917 Jubileina I1 Bonrapust PPD-D1b vrn-A1 VRN-Bla vrn-D1 75
224 | TR19532 Okerman 804 Bonrapus PPD-D1b vrn-Al vrn-B1 VRN-Dla 72
225 | TR19533 Sadovska Ranozrejka Bosrapust PPD-Dla vrn-A1 vrn-B1 VRN-Dla 72
226 | TR110284 Sadovska Ranozrejka 2 Bonrapust PPD-Dla vrn-Al vrn-B1 VRN-Dla 74
227 | TR19896 Sandowka Bonrapust PPD-Dla vrn-A1 vrn-B1 vrn-D1 107
228 | TRI2149 Xylocastra I'perus PPD-D1b VRN-Ala VRN-Bla vrn-D1 75
229 | TR1849 Griechischer Andros I'penust PPD-D1b VRN-Alb VRN-Bla vrn-D1 85
230 | TRI290 Bohmischer Wechselweizen Yexust PPD-D1b vrn-A1 VRN-Bla vrn-D1 76
231 | TRI5458 geo'tevfgshg;w:iczgﬁd‘er Yexus PPD-D1b vn-Al vrn-B1 vrn-D1 ?:;'M"'ﬁ

232 | TRI1712 Bohmischer Wechselweizen Yexus PPD-D1b vrn-Al vrn-B1 vrn-D1 ?::M"'ﬁ

233 | TRI4739 Dobrowitzer Wechsel Yexus PPD-D1b vrn-Al vrn-B1 vrn-D1 ?:;‘M"““'

234 | TRI4681 Bohmischer Wechselweizen Yexus PPD-D1b vrn-Al vrn-B1 vrn-D1 ?:;‘M"““'

235 | TR17940 Ribeiro Topryranus PPD-D1b VRN-Alb vrn-B1 vrn-D1 70
236 | TRI17939 Barbela Iopryramus PPD-D1b VRN-A1lb vrn-B1 vrn-D1 81
237 | TRI12985 Tremes Arroxado Iopryramus PPD-D1b VRN-A1lb vrn-B1 vrn-D1 68
238 | TRI3100 Tremes Branco Iopryranus PPD-D1b VRN-Alb vrn-B1 vrn-D1 71
239 | TRI3472 Transmontano Iopryranus PPD-D1b VRN-A1lb VRN-Bla vrn-D1 69
240 | TRI14002 Serrano Iopryramus PPD-D1b VRN-Alb VRN-Bla vrn-D1 73
241 | TR13848 Sacho Ilopryramus PPD-D1b VRN-Ala VRN-Bla vrn-D1 76
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242 | TR13534 Gentil Rosso Ioptyramus PPD-D1b vrn-A1 VRN-Bla vrn-D1 85
243 | TRI 7504 Anafil Claro Ioptyranus PPD-D1b vrn-Al VRN-Bla vrn-D1 84
244 | TRI13838 Bento Iopryramus PPD-D1b vrn-A1 VRN-Bla vrn-D1 75
245 | TRI3142 Barbaro Iopryramus PPD-D1b vrn-A1 vrn-B1 vrn-D1 82
Poccuiickne copra
1|7 ITonTaBka EBponetickas Vrn-Ala vrn-B1 vrn-D1
yacts Poconu | PPD-D1D
2 | K-38502° | ®deppyruneym H13 EBponelickas Vrn-Ala Vrn-Bla vrn-D1
qactb Poccun | PPD-DID
3 | K-28310° | Cappy6pa EBponeiickas Vrn-Ala | Vrn-Bla | vrn-D1
yacts Poconu | PPD-D1b
4 | 7751" Jpyx6a EBponelickas Vrn-Ala Vrn-Bla vrn-D1
Y PPD-D1b
yacTh Poccun :
5 | 7171* CaparoBckas 46 EBpomneiickas Vrn-Ala Vrn-Blc vrn-D1
qactb Poccun | PPP-DID
6 | 7251" Jrotecrierc 53/12 EBporneiickas Vrn-Ala Vrn-Blc vrn-D1
yacts Poconu | PPD-D1b
7 | 6401 Capatosckas 29 EBporneiickas Vrn-Ala Vrn-Blc vrn-D1
yactb Poccun | PPD-D1b
8 | 6931 Capatosckas 210 EBporneiickas Vrn-Ala Vrn-Blc vrn-D1
qactb Poccun | PPD-DID
9 | K-30191° | Munstypym 162 EBponeiickas Vrn-Ala Vrn-Blc | vrn-D1
vacTh Poccun | PPD-D1b
10| ? CrnaBsiHKa EBpornetickas Vrn-Ala Vrn-Blc vrn-D1
yacth Poccun | PPD-D1b
11 | K-41682° Hysanka 501 EBpornetickas vrn-Al Vrn-Bla vrn-D1
qactb Poccun | PPD-DID
12 | 7271° AnbGumym 24 EBponeiickas vrn-Al Vrn-Bla vrn-D1
gacts Poccun | PPD-D1b
13 | 7991° Pycak Esporefickast | oo vrn-Al Vrn-Bla vrn-D1
yacTh Poccuu
14 | 8011° Thorecuenc 55/11 Esponeiickas | oo vrn-Al Vrn-Blc vrn-D1
yacTh Poccuu
T
15 | 7711 Kuuma VYpan PPD-D1b Vrn-Ala vrn-B1l vrn-D1
T
16 | 7651 Komera VYpan PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
T
17 | 7951 Hpruna Vpan PPD-Dib Vrn-Ala Vrn-Bla vrn-D1
T
18 | 6821 Crpena VYpan PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
T
19 | 7931 Hpen VYpan PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
T
20 | 7111 Bypsitckas 34 Cubupn PPD-D1b Vrn-Ala vrn-B1 vrn-D1
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21 | ------ Kpacuosipckas 1103 Cubupn PPD-D1b Vrn-Ala vrn-B1 vrn-D1
22 | - s TiomencKkas 80 Cubups PPD.D1b Vrn-Ala vrn-B1 vrn-D1
23 | ------ 3 Hosocubupckas 22 Cubupn PPD-D1b Vrn-Ala vrn-B1 vrn-D1
24 | --—--- 3 IIpunenckas 6 Cubupn PPD-D1b Vrn-Ala vrn-B1l vrn-D1
25 | ---- ’ 3naro3apa Cubupnb PPD.D1b Vrn-Ala vrn-B1 vrn-D1
26 | ------ 3 HoBocubupckas 29 Cubupb PPD-D1b Vrn-Ala vrn-B1l vrn-D1
27 | - 3 Hosocubupckas 31 Cubups PPD-DIb Vrn-Ala vrn-B1 vrn-D1
28 | ------ s Anraiickas 70 Cubups PPD.D1b vrn-Ala vrn-B1 vrn-D1
29 | 7311° Hpxyrckas 49 Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
30 | K-30137° | Bamarauka Cubups PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
31 | K-38366” | Tymyn 14 Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
32 | K-38490° | Cu6upka 1818 Cubupb PPD-Dib Vrn-Ala Vrn-Bla vrn-D1
33 | K-42153° | Hapbimckas 3 Cubups PPD-DIb vrn-Ala | Vrn-Bla vrn-D1
34 | K-38783” | Hckpa Cubups PPD.D1b Vrn-Ala | Vrn-Bla vrn-D1
35 | K-38506° | Io6ena Cubups PPD-DIb vrn-Ala | Vrn-Bla vrn-D1
36 | 527257 Wpreimranka 10 Cubups PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
37 | K-36598” | Vaaphuma Cubupn PPD-Dib Vrn-Ala Vrn-Bla vrn-D1
38 | ------ 3 AJeHbKas yJay4dlieHHas Cubupp PPD-Dib Vrn-Ala Vrn-Bla vrn-D1
39 | ------ 3 Ckopocnenka ynydmenHas | Cubups PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
40 | ------ s Owmckas 2078 Cubups PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
41 | - ¥ JThotecuenc 937 Cubupn PPD-D1b Vrn-Ala | Vrn-Bla vrn-D1
42 | - ¥ Cxana Cubupn PPD.D1b Vrn-Ala | Vrn-Bla vrn-D1
43 | - ’ Jlena Cu6ups PPD-D1b Vm-Ala | Vrn-Bla vrn-D1
44 | ------ 3 Bbuprocunka Cubupb PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
45 | ------ 3 Owmckas 12 Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
46 | ------ 3 TpuoGekast Cubups PPD-DIb Vrn-Ala | Vrn-Bla vrn-D1
47 | ------ ’ Jlrorecuenc 521 Cubupsb oPD.DLh Vrn-Ala Vrn-Bla vrn-D1
48 | ------ 3 Anralickas 92 Cubupb PPD-DIb Vrn-Ala Vrn-Bla vrn-D1
49 | ------ s Pocunxka Cubups PPD.D1b Vr-Ala | Vrn-Bla vrn-D1
50 | - 3 Yepusiea 13 Cubups PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
51 | - 3 Crpama Cubupu Cubups PPD-DIb vrn-Ala | Vrn-Bla vrn-D1
52 | ------ 3 HoBocubupckas 15 Cubupb PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
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53 | --—--- Ynaua Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
54 | ------ 3 Omckast 36 Cubupsb PPD.D1b Vrn-Ala Vrn-Bla vrn-D1
55 | ------ 3 Tynyn 14h68 Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
56 | ------ 3 Awrapa 86 Cubups PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
57 | ------ 3 Aurraiickast 98 Cubups Vrn-Ala Vrn-Blc vrn-D1
PPD-D1b
58 | ------ 3 Omckas 32 Cubups PPD-DIb Vrn-Ala Vrn-Blc vrn-D1
3
59 | - IMonromiko Cubupn PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
3
60 | ------ Karroma Cubupn PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
61 | --——-- 3 I1.BaBenkoBa Cubupb Vrn-Ala Vrn-Blc vrn-D1
PPD-D1b
3
62 | ------ Tapckas 8 Cubupn PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
63 | ------ 3 Tapckas 10 Cubups PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
3
64 | ----—-- BoeBuanka Cubupn PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
65 | - 3 Jlrorecuenc 25 Cu6upb PPD-DIb Vrn-Ala Vrn-Blc vrn-D1
I
66 | 14022 Hesuym 111 Cubupn PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
3
67 | ----—-- Taexunas Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
Vrn-Blc
3
68 | ------ Ob6ckas 14 Cubupb PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
Vrn-Blc
3
69 | --—---- Owmckas 26 Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
Vrn-Blc
3
70 | ------ I1.A3ueBa Cubupn PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
Vrn-Blc
71 | --—--- 3 Aurraiickas 99 Cubupn Vrn-Ala Vrn-Bla vrn-D1
PPD-D1b Vrn-Bic
3
72 | ------ Tynyn 15 Cubupb PPD-DIa Vrn-Ala Vrn-Bla vrn-D1
Vrn-Blc
1
73 | 6801 Munstypym 321 Cubupn PPD-D1b vrn-Al Vrn-Blc vrn-D1
1
74 | 7331 CubakoBkas 3 Cubupb PPD-D1b vrn-Al Vrn-Blc vrn-D1
1
75 | 7371 Cubupsuxa 4 Cubupb PPD-D1b vrn-Al Vrn-Blc vrn-D1
T
76 | 7431 Cubupsiuxa 8 Cubupb PPD-D1b vrn-Al Vrn-Blc vrn-D1
77 | 7291 Owmckas 9 Cubups PPD.D1b vrn-Al Vrn-Blc vrn-D1
78 | - 3 dopa Cubups PPD-D1b vrn-Al Vrn-Blc vrn-D1
79 | - 3 Cubupckas 4 Cubups PPD-D1b vrn-Al Vrn-Blc vrn-D1
80 | 6851° [lopraanHKa Kazaxcran Vrn-Ala Vrn-Bla vrn-D1
PPD-D1b
2
81 | K-38515° | Akmosunka 1 Kaszaxcran PPD-D1b Vrn-Ala Vrn-Bla vrn-D1
T
82 | 7971 JIrorecuenc 56 Kazaxcran PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
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83 | 6841" IMuporpukc 28 KazaxcTtan PPD-D1b Vrn-Alb Vrn-Blc vrn-D1
84 | K-34250° | Dpurponeyxon 503 Kazaxcran PPD-D1b vrn-Al Vrn-Blc vrn-D1
85 | K-35884° | Kokrynkyisckas 322 Kazaxcran PPD-D1b vrn-Al Vrn-Blc
T
86 | 6621 Kssor apx Kazaxcran PPD-D1b vrn-Al vrn-B1 vrn-D1
87 | UAO0101 | KomrektuBHas 3 YkpanHa Vrn-Ala Vrn-Blc vrn-D1
5004 PPD-D1b
88 ;JEQ(PO? AHmar YkpanHa PPD-D1b Vrn-Ala Vrn-Blc vrn-D1
89 | UA0102 | Ckopocmenka 95 YkpanHa Vrn-Ala Vrn-Blc vrn-D1
170° PPD-D1b
90 | UAO106 | Crpyna MupoHoBcKas VYkpauHa Vrn-Ala Vrn-Blc vrn-D1
506° PPD-D1b

! Wucturyt LHuronorun u I'eneruku, HoBocubupck, Poccus

Bcepoccuiickuii HHCTUTYT pacTeHueBoicTBa UM. BaBuiosa, Cankr —IletepOypr, Poccust
5 Cubupckuii Hay4HO-HCCNE0BATEIbCKUI HHCTUTYT PACTEHUEBOJICTBA U cenekiuu PAH,
Kpacnoob6ck, Poccust
4 Cenekuunonno-renernueckuii uHCTUTYT HAH Ykpaunsl, Onecca, Ykpanna

Ta6ua. 3 VRN-AL nommmopdusm y TeTparionaasix Buaos 1. dicoccoides, T.
araraticum u T. timopheevii 1 ux TUIIOUTHBIX MPEIIeCTBEHHUKOB

Popa, cexnus,
TeHOM, BHJI Homep no Crpana VRN-A1 Hucepuus | Jdeneuns
BI/I}IOBOB Ha3BaHHue NMPOUCXO0IK-
KaTajory npomotop | 0.5 kb* 1.4 kb*
JHeHus
section TRI1 1510 | T.monococcum L. var. Andanus VRN-A1l +/- -
Monococcum nigricultum Flaksb.
Dum.AAT. TRI1511 | T. monococcum L. var. Anbanus VRN-A1 + -
monococcum vulgare Korn.
L. TRI1 17219 | T. monococcum L. var. AnGanust VRN-Al - -
monococcum
TRI1 19310 | T. monococcum L. var. Andanus VRN-A1l + -
vulgare Korn.
TRI 1991 T. monococcum L. var. AnGanust VRN-Al - -
vulgare Korn.
TRI 2124 T.monococcum L. var. AnbGanust VRN-A1 - -
atriaristatum Flaksb.
TRI1 28872 | T. monococcum L. var. AnbdaHus VRN-A1 + -
macedonicum Papag.
TRI 3431 | T.monococcum L. var. ABcTpus VRN-A1f + -
flavescens Korn.
TRI1 19069 | T. monococcum L. var. Bankanbl VRN-A1 + -
vulgare Korn.
TRI1 19372 | T.monococcum L. var. BbankaHbl VRN-A1 - -
hornemannii (Clemente)
Korn.
TRI 1996 | T. monococcum L. var. Boarapusi | VRN-Al + -
vulgare Korn.
TRI'1997 | T. monococcum L. var. Bonrapus VRN-A1 - -
vulgare Korn.
TRI 2125 | T. monococcum L. var. Boarapusi | VRN-Al + -
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vulgare Korn.

TRI 2923 | T. monococcum L. var. Bonrapus VRN-A1
vulgare Korn.

TRI1512 | T. monococcum L. var. EBpona VRN-A1
vulgare Korn.

TRI 2001 | T.monococcum L. var. EBpona VRN-A1
hornemannii (Clemente)
Korn.

TRI 2003 | T.monococcum L. var. EBpoma VRN-A1
hornemannii (Clemente)
Korn.

TRI 2004 | T.monococcum L. var. EBpona VRN-A1
hornemannii (Clemente)
Korn.

TRI12005 | T.monococcum L. var. EBpona VRN-A1
hornemannii (Clemente)
Korn.

TR12012 | T. monococcum L. var. EBpona VRN-A1
macedonicum Papag.

TRI13635 | T. monococcum L. var. EBpona VRN-A1
vulgare Korn.

TRI14322 | T.monococcum L. var. EBpona VRN-ALf
flavescens Korn.

TRI14323 | T.monococcum L. var. EBpona VRN-A1
pseudoflavescens Flaksb.

TRI 565 T. monococcum L. var. Erpona VRN-A1
vulgare Korn.

TRI 577 T.monococcum L. var. EBpomna VRN-A1
hornemannii (Clemente)
Korn.

TRI 580 T.monococcum L. var. EBporma VRN-A1
flavescens Korn.

TRI 12942 | T. monococcum L. var. DpaHIys VRN-A1
vulgare Korn.

TRI 17973 | T.monococcum L. var. I'epmanus VRN-A1
hornemannii (Clemente)
Korn.

TRI 19420 | T. monococcum L. var. I'epmanus VRN-A1
vulgare Korn.

TRI1 1982 | T. monococcum L. var. I'penus VRN-A1
vulgare Korn.

TRI1 1983 | T. monococcum L. var. I'peuus VRN-AL
vulgare Korn.

TRI 1989 | T. monococcum L. var. I'perust VRN-A1
vulgare Korn.

TRI 644 T.monococcum L. I'penus VRN-A1

TRI17206 | T. monococcum L. var. Uranus VRN-A1
macedonicum Papag.

TRI19182 | T.monococcum L. var. Mopokko VRN-A1
hornemannii (Clemente)
Korn.

TRI 28870 | T. monococcum L. var. Mopokko VRN-A1
monococcum

TRI 28871 | T.monococcum L. var. Mopoxko VRN-A1f
sofianum Stranski

TRI 13136 | T. monococcum L. var. Pymbraus VRN-Al
macedonicum Papag.

TRI 13137 | T. monococcum L. var. Pymbraus VRN-Al

macedonicum Papag.




324

TRI 28868 | T. monococcum L. var. PyMbIaust VRN-Al -
vulgare Korn.

TRI 17054 | T. monococcum L. var. Hcnanns VRN-A1f +
monococcum

TRI 17212 | T. monococcum L. var. Hcnanns VRN-A1 +
monococcum

TR12017 | T. monococcum L. var. [Befimapus | VRN-AL -
vulgare Korn.

TRI14327 | T.monococcum L. var. [Befimapus | VRN-AL -
hornemannii (Clemente)
Korn.

TRI 17025 | T. monococcum L. var. Typuus VRN-A1 -
macedonicum Papag.

TRI 17026 | T. monococcum L. var. Typuus VRN-A1 -
macedonicum Papag.

TRI 17027 | T. monococcum L. var. Typuus VRN-A1 -
macedonicum Papag.

TRI 17730 | T. monococcum L. var. Typuus VRN-A1 -
monococcum

TRI 17947 | T. monococcum L. var. Typuus VRN-Al -
macedonicum Papag.

TRI 19235 | T. monococcum L. var. Typuus VRN-A1 +/-
monococcum

TRI 2009 | T. monococcum L. var. Typuust VRN-A1 -
macedonicum Papag.

TRI 2010 | T. monococcum L. var. Typuus VRN-A1 -
vulgare Korn.

TRI 19070 | T.monococcum L. var. HemsBecTHO | VRN-AL -
hornemannii (Clemente)
Korn.

TRI 19 T.monococcum L. var. HemsBecTHO | VRN-AL -

144 hornemannii (Clemente)
Korn.

TRI 19411 | T.monococcum L. var. HemsBecTHO | VRN-AL -
flavescens Korn.

TRI 19424 | T.monococcum L. var. HemsBecTHO | VRN-AL -
hohensteinii Flaksb.

TRI 19434 | T.monococcum L. HemsBecTHO | VRN-AL -

TRI 28869 | T. monococcum L. var. HenzBecTHO | VRN-AL +/-
macedonicum Papag.

TRI 7130 | T.monococcum L. var. HemzBecTHO | VRN-AL -
hohensteinii Flaksb.

TRI 895 T.monococcum L. var. HenzBecTHO | VRN-AL -
hornemannii (Clemente)
Korn.

TRI 19319 | T.monococcum L. var. CIOA VRN-A1 +
hornemannii (Clemente)
Korn.

T. boeoticum | TRI 3015 | T.boeoticum Boiss. Espona VRN-A1 +
Boiss. subsp. thaoudar (Reut.

ex Hausskn.) Grossh.
var. rufinigrum
(Tumanian) A Filat. &
Dorof.

TRI 17062 | T.boeoticum Boiss. I'epmanus VRN-A1 -

TRI 17103 | T.boeoticum Boiss. var. HUpanu VRN-A1lh -

viridialbinigrescens
K.Hammer & A Filat.




TRI 17104

325

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

Upan

VRN-A1

TRI 17105

T.boeoticum Boiss.
subsp. thaoudar (Reut.
ExHausskn.) Grossh.
var. viridinigrum
Flaksb.

Hpan

VRN-Alh

TRI 17106

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
abovjanii AFilat. &
Dorof.

Hpan

VRN-Alh

TRI 17094

T.boeoticum Boiss. subsp.
thaoudar (Reut.
ExHausskn.) Grossh. var.
viridinigrum Flaksb.

Upax

VRN-Alh

TRI 17098

T.boeoticum Boiss.
subsp. thaoudar (Reut.
Ex Hausskn.) Grossh.
var. viridalbum A Filat.

Hpaxk

VRN-Alh

TRI 17101

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
biarpurunivir Gandilyan

Upax

VRN-A1

TRI 17102

T.boeoticum Boiss. subsp.
thaoudar (Reut.
exHausskn.) Grossh. var.
luteinigrum (Kovarsky)
A Filat. & Dorof.

Hpax

VRN-Alh

TRI 17107

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A Filat.

Wpax

VRN-Alh

TRI 17108

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A.Filat.

Hpaxk

VRN-Alh

TRI 17109

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

Upax

VRN-A1

TRI 17166

T.boeoticum Boiss.
subsp. thaoudar (Reut.
ExHausskn.) Grossh.
var. biarpurunivir
Gandilyan

Hpaxk

VRN-Alh

TRI 17167

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A.Filat.

Hpaxk

VRN-Alh

TRI 17168

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
abovjanii A Filat. &
Dorof.

Wpax

VRN-A1

TRI 17822

T.boeoticum Boiss. subsp.
thaoudar (Reut. Ex
Hausskn.) Grossh. var.
biarpurunivir Gandilyan

Wpax

VRN-Alh

TRI 18375

T.boeoticum Boiss.
subsp. thaoudar (Reut.
Ex Hausskn.) Grossh.

var. gegadiricum A.Filat.

Hpaxk

VRN-Alh
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T.boeoticum Boiss.

Hpax

VRN-Alh

TRI 18791

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
viridifuscum A Filat.

Hpax

VRN-Alh

TRI 29442

T.boeoticum Boiss.
subsp. thaoudar (Reut.
ex Hausskn.) Grossh.

Hpak

VRN-Alh

TRI 17117

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

JIuBan

VRN-A1

TRI 17164

T.boeoticum Boiss. subsp.
thaoudar (Reut.
ExHausskn.) Grossh. var.
viridinigrum Flaksb.

JIuBan

VRN-Alh

TRI 17818

T.boeoticum Boiss.
subsp. thaoudar (Reut.
Ex Hausskn.) Grossh.
var. biarpurunivir
Gandilyan

JInBan

VRN-Alh

TRI 17071

T.boeoticum Boiss. subsp.
thaoudar (Reut. Ex
Hausskn.) Grossh. var.
biarpurunivir Gandilyan

Typuust

VRN-A1

TRI 17072

T.boeoticum Boiss. subsp.
thaoudar (Reut.
ExHausskn.) Grossh. var.
biarpurunivir Gandilyan

Typuust

VRN-A1

TRI 17073

T.boeoticum Boiss. subsp.
thaoudar (Reut.
ExHausskn.) Grossh. var.
viridinigrum Flaksb.

Typuust

VRN-A1

TRI 17074

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
viridifuscum A Filat.

Typuus

VRN-A1

TRI 17076

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
abovjanii A Filat. &
Dorof.

Typuus

VRN-A1

TRI 17078

T.boeoticum Boiss. subsp.
thaoudar (Reut.
exHausskn.) Grossh. var.
abovjanii A Filat. &
Dorof.

Typuust

VRN-A1

TRI 17079

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
viridifuscum A.Filat.

Typuust

VRN-A1

TRI 17080

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
abovjanii A Filat. &
Dorof.

Typuus

VRN-A1

TRI 17081

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A.Filat.

Typuust

VRN-Alh

TRI 17090

T.boeoticum Boiss. var.
viridihaussknechtii

Typuus

VRN-A1




327

K.Hammer & A Filat.

TRI 17092

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A Filat.

Typuus

VRN-A1

TRI17111

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A Filat.

Typuus

VRN-Alh

TRI 17125

T.boeoticum Boiss.

Typuus

VRN-A1

TRI 17812

T.boeoticum Boiss.

Typuus

VRN-A1

TRI 17814

T.boeoticum Boiss.

Typuust

VRN-A1

TRI 17821

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
azerbajdjanicum (Jakubz.)
A Filat. & Dorof.

Typuus

VRN-A1

TRI 18330

T.boeoticum Boiss.

Typuus

VRN-A1

TRI 18331

T.boeoticum Boiss.

Typuus

VRN-Alh

TRI 18338

T.boeoticum Boiss.

Typuus

VRN-A1

TRI 18339

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

Typuus

VRN-A1

TRI 18341

T.boeoticum Boiss. subsp.
thaoudar (Reut. Ex
Hausskn.) Grossh. var.
gegadiricum A.Filat.

Typuust

VRN-A1

TRI 18346

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
Thaoudar

Typuust

VRN-A1

TRI 18351

T.boeoticum Boiss. var.
viridihaussknechtii
K.Hammer & A Filat.

Typuust

VRN-A1

TRI 18359

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
harnicum A.Filat. &
Dorof.

Typuus

VRN-A1

TRI 18434

T.boeoticum Boiss. subsp.
thaoudar (Reut. ex
Hausskn.) Grossh. var.
azerbajdjanicum (Jakubz.)
A Filat. & Dorof.

Typuus

VRN-A1

TRI 18437

T.boeoticum Boiss.

Typuust

VRN-A1

TRI 18445

T.boeoticum Boiss.

Typuust

VRN-A1

TRI 17302

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

HCU3BCCTHO

VRN-A1

TRI 18334

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

HCU3BCCTHO

VRN-A1

TRI 18336

T.boeoticum Boiss.

HCU3BCCTHO

VRN-A1

TRI 18337

T.boeoticum Boiss.

HCU3BCCTHO

VRN-A1

TRI 18340

T.boeoticum Boiss. var.
viridialbinigrescens
K.Hammer & A Filat.

HCHU3BCCTHO

VRN-A1




TRI 18342
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T.boeoticum Boiss.

HCHU3BCCTHO

VRN-A1

TRI 9862

T.boeoticum Boiss. subsp.
boeoticum var.
pubescentinigrum
(Flaksb.) A Filat. &
Dorof.

651B.CCCP

VRN-A1

TRI 9863

T.boeoticum Boiss.

o518.CCCP

VRN-A1

Triticum L.

section
Urartu
Dorof. et
A.Filat AA
T. urartu
Thum ex
Gandil.

TRI 17135

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17136

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17137

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17138

T.urartu Tumanian ex
Gandilyan var.
spontaneoalbum
Tumanian

JluBan

VRN-Alu

TRI 17140

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JluBan

VRN-Alu

TRI 17141

T.urartu Tumanian ex
Gandilyan var. nigrum
Tumanian

JluBan

VRN-Alu

TRI 17142

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JluBan

VRN-Alu

TRI 17143

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17144

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17145

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17146

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-A1

TRI 17148

T.urartu Tumanian ex
Gandilyan var. nigrum
Tumanian

JIuBan

VRN-Alu

TRI 17150

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-Alu

TRI 17151

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-Alu

TRI 17153

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-Alu

TRI 17154

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu




TRI 17155

T.urartu Tumanian ex
Gandilyan var.
spontaneoalbum
Tumanian
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JIuBan

VRN-Alu

TRI 17156

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17157

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17158

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-Alu

TRI 17160

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JluBan

VRN-Alu

TRI 17163

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

JIuBan

VRN-Alu

TRI 17173

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 17257

T.urartu Tumanian ex
Gandilyan var.
albonigricans Tumanian

JIuBan

VRN-Alu

TRI 18411

T.urartu Tumanian ex
Gandilyan var. turcicum
K.Hammer & A Filat.

JIuBan

VRN-Alu

TRI 17118

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

Typuust

VRN-Alu

TRI 17119

T.urartu Tumanian ex
Gandilyan var.
pubescentiurartu
K.Hammer & A Filat.

Typuust

VRN-Alu

TRI 17121

T.urartu Tumanian ex
Gandilyan var.
pubescentiurartu
K.Hammer & A Filat.

Typuust

VRN-Alu

TRI 17122

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

Typuus

VRN-Alu

TRI 17123

T.urartu Tumanian ex
Gandilyan var. nigrum
Tumanian

Typuus

VRN-Alu

TRI 17124

T.urartu Tumanian ex
Gandilyan var.
spontaneoalbum
Tumanian

Typuus

VRN-Alu

TRI 17126

T.urartu Tumanian ex
Gandilyan var. nigrum
Tumanian

Typuust

VRN-Alu

TRI 17128

T.urartu Tumanian ex
Gandilyan var.
spontaneoalbum

Typumst

VRN-Alu
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Tumanian

TRI 17129

T.urartu Tumanian ex
Gandilyan var.
binartulutriru Gandilyan

Typuus

VRN-Alu

TRI 17132

T.urartu Tumanian ex
Gandilyan
var.binartulutriru
Gandilyan

Typuust

VRN-Alu

TRI 17133

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

Typuust

VRN-Alu

TRI 17134

T.urartu Tumanian ex
Gandilyan
var.spontaneoalbum
Tumanian

Typuus

VRN-Alu

TRI 17159

T.urartu Tumanian ex
Gandilyan var. turcicum
K.Hammer & A Filat.

Typuus

VRN-Alu

TRI 17170

T.urartu Tumanian ex
Gandilyan var. nigrum
Tumanian

Typuust

VRN-Alu

TRI 17172

T.urartu Tumanian ex
Gandilyan var.
spontaneoalbum
Tumanian

Typuust

VRN-Alu

section
Dicoccoides
Flaksb.
BBAAT.
turgidum
ssp.
dicoccoides
Thell.

IG 113301

T.turgidum ssp.
dicoccoides Thell.

Wpan

VRN-Alu'

IG 113302

T.turgidum ssp.
dicoccoides Thell.

Wpan

VRN-A1u'

IG 131234

T.turgidum ssp.
dicoccoides Thell.

Wpan

VRN-A1u'

IG 131232

T.turgidum ssp.
dicoccoides Thell.

Wpax

VRN-A1u'

1G 109085

T.turgidum ssp.
dicoccoides Thell.

Wpax

VRN-A1u'

1G 109088

T.turgidum ssp.
dicoccoides Thell.

Wpax

VRN-A1u'

IG 131233

T.turgidum ssp.
dicoccoides Thell.

Wpax

VRN-A1u'

127H

T.turgidum ssp.
dicoccoides Thell.

W3pauns

VRN-A1u'

165H

T.turgidum ssp.
dicoccoides Thell.

W3pauns

VRN-A1u'

280A

T.turgidum ssp.
dicoccoides Thell.

W3pauns

VRN-A1u'

321H

T.turgidum ssp.
dicoccoides Thell.

W3pauns

VRN-A1u'

845H

T.turgidum ssp.
dicoccoides Thell.

W3paunnb

VRN-A1u'

851H

T.turgidum ssp.
dicoccoides Thell.

W3paunnb

VRN-A1u'

854H

T.turgidum ssp.
dicoccoides Thell.

W3paunnb

VRN-A1u'

8935H

T.turgidum ssp.
dicoccoides Thell.

W3paunnb

VRN-A1u'

8945H

T.turgidum ssp.
dicoccoides Thell.

Uspannp

VRN-A1u'
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8960H T.turgidum ssp. Wspanib VRN-A1u' +
dicoccoides Thell.

9260H T.turgidum ssp. Wspawis VRN-A1u' +
dicoccoides Thell.

9285H T.turgidum ssp. Wspawib VRN-A1u' +
dicoccoides Thell.

IG 46273 T.turgidum ssp. Wspawib VRN-Alb +
dicoccoides Thell.

IG 46280 | T.turgidum ssp. Wspawib VRN-A1u' +
dicoccoides Thell.

IG 46283 T.turgidum ssp. Wspawib VRN-A1u' +
dicoccoides Thell.

1IG 46288 | T.turgidum ssp. H3paunian VRN-Ald +
dicoccoides Thell.

I1G 46306 T.turgidum ssp. U3pauns VRN-Alb +
dicoccoides Thell.

I1G 46380 T.turgidum ssp. U3pauns VRN-Alu' +
dicoccoides Thell.

k-5198** | T.turgidum ssp. H3paunianb VRN- del. of 7.2
dicoccoides Thell. AlU’ kb

Pl 428100 | T.turgidum ssp. U3pauns VRN-Alu' +
dicoccoides Thell.

Pl 471031 | T.turgidum ssp. U3pauns VRN-Alu' +
dicoccoides Thell.

Pl 471068 | T.turgidum ssp. U3pauns VRN-Alu' +
dicoccoides Thell.

TZ124A T.turgidum ssp. U3pauns VRN-Alu' +
dicoccoides Thell.

TZA5A T.turgidum ssp. U3paunnb VRN-A1u' +
dicoccoides Thell.

TZ51A T.turgidum ssp. U3paunnb VRN-A1u' +
dicoccoides Thell.

TZ74A T.turgidum ssp. U3paunnb VRN-A1u' +
dicoccoides Thell.

€] T.turgidum ssp. Hopnau VRN- del. of 7.2

139189** | dicoccoides Thell. Alu’ kb

IG 46353 T.turgidum ssp. Hopnau VRN-A1u' +
dicoccoides Thell.

IG 46386 T.turgidum ssp. Hopnau VRN-A1u' +
dicoccoides Thell.

IG T.turgidum ssp. Hopnau VRN-A1u' +

46388*** | dicoccoides Thell.

IG 110815 | T.turgidum ssp. JluBan VRN-A1u' +
dicoccoides Thell.

IG 110818 | T.turgidum ssp. JluBan VRN-A1u' +
dicoccoides Thell.

IG T.turgidum ssp. JluBan VRN-A1u' +

110822*** | dicoccoides Thell.

IG 110829 | T.turgidum ssp. JluBan VRN-A1u' +
dicoccoides Thell.

IG 110832 | T.turgidum ssp. JluBan VRN-A1u' +
dicoccoides Thell.

IG 139362 | T.turgidum ssp. JluBan VRN-A1u' +
dicoccoides Thell.

1IG T.turgidum ssp. JluBan VRN- del. of 7.2

46297** dicoccoides Thell. Alu’ kb

IG 46524 | T.turgidum ssp. JluBau VRN-A1u' +
dicoccoides Thell.

IG 46525 | T.turgidum ssp. JluBan VRN-A1u' +




dicoccoides Thell.
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IG 46526 | T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

IG 46527 T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

IG T.turgidum ssp. JluBan VRN-A1u'

46528*** | dicoccoides Thell.

IG 46531 T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

IG 46532 T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

IG 46534 | T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

IG 46538 | T.turgidum ssp. JluBan VRN-A1u'
dicoccoides Thell.

Pl 470978 | T.turgidum ssp. JluBan VRN-Alu'
dicoccoides Thell.

1G 46287 T.turgidum ssp. IMamectuna | VRN-ALU'
dicoccoides Thell.

IG 117890 | T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG 117894 | T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG 119405 | T.turgidum ssp. Cupus VRN-A1u'
dicoccoides Thell.

IG 119408 | T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG 119428 | T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG T.turgidum ssp. Cupust VRN-Alu'

119430*** | dicoccoides Thell.

IG 119437 | T.turgidum ssp. Cupust VRN-Alu'
dicoccoides Thell.

IG 139279 | T.turgidum ssp. Cupust VRN-Alu'
dicoccoides Thell.

IG 139956 | T.turgidum ssp. Cupus VRN-A1u'
dicoccoides Thell.

IG 139993 | T.turgidum ssp. Cupus VRN-A1u'
dicoccoides Thell.

1G 45492 T.turgidum ssp. Cupust VRN-Alu'
dicoccoides Thell.

1G 45502 T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG 45506 | T.turgidum ssp. Cupus VRN-A1u'
dicoccoides Thell.

IG 46277 | T.turgidum ssp. Cupusi VRN-Ald
dicoccoides Thell.

1G 46286 T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

1G 46397 T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

1G 46420 T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

1G 46439 T.turgidum ssp. Cupus VRN-Alu'
dicoccoides Thell.

IG 46443 | T.turgidum ssp. Cupus VRN-A1u'
dicoccoides Thell.

IG 46471 T.turgidum ssp. Cupus VRN-A1u'

dicoccoides Thell.
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IG 46480 | T.turgidum ssp. Cupus VRN-A1u' +
dicoccoides Thell.

IG 46522 T.turgidum ssp. Cupust VRN-A1u' +
dicoccoides Thell.

P1 428017 | T.turgidum ssp. Typuus VRN-ALU' +
dicoccoides Thell.

PI T.turgidum ssp. Typuus VRN-ALU' +

656867*** | dicoccoides Thell.

SIpoBbie 00pa3ubl BblIeJEHbI (KUPHbIM IWIPU(TOM

* kpymHble nepectpoiiku BHyTpH HHTpoHa 1 VRN-AL . +/- reTepo3droTHoe COCTOSIHHUE.

**Jti 00pasibl coaepKat KpynHyo nenenuro 7222 ma B 1-m untpore VRN-AL (VRN-ALL).
***(O0pasusl, y KOTOpBIX TpoMoTopHbIi paiioHn VRN-B1 0611 cexBeHHpOBaH.

Taou. 3 (mpogo/rKeHne)

Katanoxusrin Ne [Ipoucxoxnenue Tun Ucrounux™* VRN-1 remotum***
pa3BuTUSI™*
T. araraticum
P1 427400 Wpax W USDA-ARS VRN-A1f VRN-G1
Pl 427398 Wpak W USDA-ARS VRN-ALf VRN-G1
P1538518 Wpax W USDA-ARS VRN-A1f VRN-G1
Pl 427376 Wpak W USDA-ARS VRN-ALf VRN-G1
P1 427390 Wpax W USDA-ARS VRN-A1f VRN-G1
Pl 427364 Wpax - USDA-ARS VRN-A1f VRN-G1
Pl 427392 Wpak W USDA-ARS VRN-ALf VRN-G1
Pl 427416 Wpax W USDA-ARS VRN-A1f VRN-G1
P1 427380 Wpak W USDA-ARS VRN-ALf VRN-G1
P1 427403 Wpax W USDA-ARS VRN-A1f-del VRN-G1
Pl 538512 Wpak W USDA-ARS VRN-ALf VRN-G1
Pl 427385 Wpak W USDA-ARS VRN-ALf VRN-G1
Pl 427386 Wpax W USDA-ARS VRN-A1f VRN-G1
P1 538458 Wpak W USDA-ARS VRN-ALf VRN-G1
P1538461 Wpax W USDA-ARS VRN-A1f VRN-G1
Pl 427407 Wpak W USDA-ARS VRN-ALf VRN-G1
P1 427381 Wpax W USDA-ARS VRN-A1f VRN-G1
P1 538516 Wpax F USDA-ARS VRN-A1f VRN-G1
Pl 654340 Typuus W USDA-ARS VRN-A1f VRN-Gla
Cltr 17680 Upan W USDA-ARS VRN-A1f VRN-G1
NSGC 861502 HewussectHo - USDA-ARS VRN-ALf VRN-G1
KU-8802 Wpak - Kyoto University | VRN-A1f VRN-G1
KU-8739 Hpaxk - Kyoto University | VRN-ALf VRN-G1
KU-8602 Wpak - Kyoto University | VRN-A1f VRN-G1
KU-8913 Typuus - Kyoto University | VRN-ALf VRN-G1
KU-8878 Wpak - Kyoto University | VRN-A1f VRN-G1
KU-8822 Hpak - Kyoto University | VRN-ALf VRN-G1
KU-8938 Typuus - Kyoto University | VRN-ALf VRN-G1
KU-8926 Typrus W Kyoto University | VRN-A1f-del VRN-G1
KU-1984B Typuus W Kyoto University | VRN-A1f VRN-Gla
KU-8824A Wpax - Kyoto University | VRN-A1f VRN-G1




*

KU-8944 Upan W Kyoto University | VRN-A1f-del VRN-G1
KU-1964 Typuus W Kyoto University | VRN-A1f VRN-Gla
K-28244 Azepbaitkan W VIR VRN-A1f VRN-G1
K-31627 A3zepbaiikan W VIR VRN-A1f VRN-G1
TA 976 Typuus - WGGR, KSU VRN-A1f VRN-G1
TA 1008 Typuus W WGGR, KSU VRN-A1f VRN-Gla
TA 972 Wpak - WGGR, KSU VRN-A1f VRN-G1
IG 113296 Upan S ICARDA VRN-A1f VRN-G1
IG 116165 Typuus F ICARDA VRN-A1f VRN-G1
IG 116168 Typuus F ICARDA VRN-A1f VRN-G1
IG 116170 Typuus F ICARDA VRN-A1f VRN-G1
TRI 11509 Wpan W IPK VRN-A1f VRN-G1
TRI 11507 Wpax W IPK VRN-A1f VRN-G1
TRI 17417 AsepbaiikaH W IPK VRN-A1f-del VRN-G1
T. timopheevii
K-29551 ['py3us S VIR VRN-A1f-del/ins VRN-G1
K-29558 ['py3us S VIR VRN-A1f-del/ins VRN-G1
P1119442 Typuns S USDA-ARS VRN-A1f-del/ins VRN-
Gla
ICG HewnssectHO, S WNuctutyT VRN-A1f-ins VRN-G1
MOJIy4YeH OT [IATOJIOTHH U
E.b.bynamkunoi T'€HETUKU
COPAH
Ae. speltoides
K-22 Apmenus F VIR
K-2278 Wpan - VIR
K-453 HewnseecTHO F VIR
K-77 HewnssectHo F VIR
K-911 W3paunb - VIR
K-1597 Typrus - VIR
[-551352 Cupust - VIR
K-100 Typrus - VIR
K-1018 HewuspectHo - VIR Bce oOpasibr conepaxar
K-66 HewusBecTHO F VIR pereccuBHyo hopmy
K-452 HewussectHo F VIR VRN-1 ra ocroanmu
K-3257 V3pams : VIR [1I[P- aHanu3a OCHOBHBIX
K-1596 Vipan N VIR PETYIATOPHBIX PAiOHOB
I-570060 Typrus - VIR rena.
K-2371 HewnsBecTHO - VIR
K-2303 HewuspectHo - VIR
K-2276 Typrus - VIR
K-443 HewnsBecTHO - VIR
K-1595 Wpan - VIR
K-48 HewnsBecTHO F VIR
K-1593 Wpan - VIR
K-1706 MaxkenoHust - VIR
K-1594 Upan - VIR

Tun pa3BuTHs npeacrasiieH JuUO0 B COOTBETCTBUU C

ommcaHueM oOpasia B KaTtaiore, JIMOO
OLIEHUBAJIOCH B JaHHOW paborte. W- o3uMmblii TuI; S- ApoBoil Tun; F- (axkynbTaTUBHBIN, WM
MPOMEKYTOUHBIN THUIT; ‘-~ JaHHBIE OTCYTCTBYIOT;
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** USDA-ARS- Otaen arpapuoro xo3siictBa CIIIA, uccnenoarensckuii cepsuc; WGGR, KSU-
Komnexkuust marepuana mmenunsl Kanzacckoro Yuuepcutera, CIIA; VIR- Bcecorosnbiit
MHCTUTYT pacteHueBojacTBa uM. BaBunosa H.U., Caukt-IlerepOypr, Poccus; IPK- HWucturyr
TCHETUKM W HCCIEOBaHUs KYJIbTYpHBIX pacteHuid, [arepcineben, I'epmanus; ICARDA-
MexayHapOoaAHbIN LEHTP arpapHbIX UCCIIENOBAHNUM B ApUIHBIX 30HAX.

*** VRN-1 renotunsl ObLIM ycTaHOBJICHBI Ha ocHoBaHuM III[P- ananu3a, a nmis HEKOTOPBIX
o0pa3ioB (cMm. Tab:. 11) ObUTO BBIIOIHEHO YaCTHYHOE CEKBEHUPOBAHKE PaOHOB MPOMOTOpa | 1-
ro UHTPOHA JJIsl NOATBEpKAeHUs pe3yabraros [1L[P.

Ta6a. 4 Ctpykrypa RAPD- npaiiMepoB, HCTIOJIB30BAHHBIX JIJIs1 aHATN3a
cuaTeTndeckoro ampuruionaa Ae. longissima TLOS x T. urartu TMUOQG6

Homep [TocnegoBaTeNLHOCTE
npaiimMepa npaimepa (5'-3")

R0O32 TCTGAAACGTG
R0O36 ATGCCCTAGAG
R0O57 GATGGAACGAC
RO68 CAACTAGACGG
RO91 CATACGATACG
R092 TACCAAAATCG
R158 TGGTCTCTCA
R160 TGGTCACTCA
R181 GCCAATCCTG
R182 GGACGGGTGC
R187 CGGGAGACCC
R194 AGGTCACTGA
R221 GCATGGAGCT
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