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CHHUCOK COKPAIIIEHUN

APC/C - anrn. Anaphase Promoting Complex — koMIuieke, CTUMYIUpYOIIni anadasy
(KII0OCOMAa)

BSA - Ob1umii CBIBOPOTOUYHBIN aIbOYMUH

CENH3 - anrzn. Centromere-specific Histone H3 - niearpomMepHbiii Bapuant ructona H3
DAPI - anrmn. 4,6-Diamidino-2-Phenylindole, 4,6-anamuannao-2-GeHunuHaomn

FA — popmamun

FDR - anru. First Division Restitution — pecTuTyius B IepBoM JIeJICHUN

FISH/GISH - anrn. Fluorescence/Genomic In situ Hybridization — ¢piyopecuenTHas/reHoMHast
in Situ ruGpuaU3arHs

PBS - anri. Phosphate Buffered Saline — natputii-dochatubiii 0Oydep

PFA — napadopmanbaerua

phH3Ser10 - anra. phosphorilated histon H3 on serine 10— dbochopunupoBanusiii ructon H3 mo
cepuny B 10 monoxeHun

QTL — anrn. Quantitative Trait Loci - JIOKyC KOJTMYECTBEHHOTO TIPU3HAKA

SDR - anrn. Second Division Restitution — pectutyius BO BTOpOM JeJICHHH

SDS — anrn. Sodium Dodecyl Sulfate, nonennncynsdar HaTpus

SSC — anra. Saline-Sodium Citrate buffer — uurparthsriii 6ydep

Tris - Tpuc(ruapoKCUMETHI)aMUHOMETaH

Al/All — anadaza neporo/BToporo aeiaeHus Meiosa

JAHK — ne30kcupuOoHyKIICHHOBAs KUCIIOTA

MI/MII — metadaza nepBoro/BToporo aeneHus Menosa

€/1.aKT. — €IUHHI] aKTUBHOCTH

MKII — maTepuHCKHUE KIETKU MbUIbIIBI

MT-MukpoTpyOouKH

1.0. (T.11.0.) — Tap OCHOBAHU#1 (THICSY Map OCHOBAHHIA)

[TI/TTI — mpodasa nmepBOro/BTOpOro AeiaeHus Meio3a

[MIIK - npenpogazHoe KoJIbLOo

C/X - CeNbCKOX03HCTBEHHBIN

TI/TIl — Tenogaza nepBoro/BToporo AeneHus: Meioza

OJITA — sTriIeHAMaMUHTETPAYKCyCHAs KUCTIOTa

A0 - snepHas 06oouKa



BBEJIEHHUE

AKTYaJIbHOCTDb U cTeNeHb Pa3pad0TAaHHOCTH TeMbl HCCJIeI0BAHUS

OtnanenHas TMOpUAM3AIUS IIMPOKO MPEACTABICHA CPEelU IBETKOBBIX PACTEHUI U
SBIISIETCSI OCHOBHBIM SBOJIIOIIMOHHBIM MEXaHHW3MOM BHI000pa3oBaHus. B pesynbrare
MEXBHUIOBOH M MEXKPOJIOBOM THUOpHAM3AIMK M TOCIHEAYIOIIEr0 YABOCHHS 4HCIA
XpOMOCOM BO3HUKAIOT QJUIOMOJIUIUIONABI — TIPEACTABUTENH MOJIUILUIONIHOTO psijia
pactennif.  [71aBHBIM ~ MEXaHM3MOM  TOJUIUIOWIU3ALNU  SIBISIETCSI  CIIMSIHUE
HepenylupoBanHbix rameT [Bretagnolle, Thompson, 1995; Ramsey, Schemske, 1998].
Takue rameTbl BO3HHMKAIOT B MPOILECCE MEUOTHYECKOW pecTtutyunu. HW3ydyeHue
MEXaHU3MOB MEMOTHYECKOM PECTUTYIIMU SIBISIETCS aKTyalbHBIM HE TOJIBKO JJIs
u3ydeHus: (QyHIAMEHTAIbHBIX AaCHEKTOB DBONIONHMH, HO TakXke HeoOXOJuMo B
CEJICKIIMOHHBIX TporpaMMax Jjisi BOCCTAaHOBIJIGHHS YAaCTUYHON (EepPTHIILHOCTH TOCIe
OTJAJICHHOW THOPHIM3alliU, WCIOIB3YeMOW Ui TONyYeHHs HOBBIX COPTOB C
CEJIbCKOXO034iCTBEHHO-IIECHHBIMU NMPU3HAKAMHU.

W3ydenne pecTUTylMH MpoAospkaeTcss moutu 90 jer, HauumHaAs C ONMCAHUS
MEXaHM3MOB 00pa3OBaHMsI MEXPOAOBBIX T'HOPUAHBIX pacTeHHl padaHOOpaccHKu
[Kapneuenko, 1927] u maprenorenernueckux (opm Euhieracium [Rosenberg, 1927].
K HacToslmeMy MOMEHTY ONMMCAaHO MHOXECTBO NMPHUMEPOB MEHOTHYECKON PECTUTYLMU,
OOJIBITMHCTBO M3 KOTOPBIX OTHOCAT K pecturyimu mnepBoro (FDR, first division
restitution) wiun BTroporo (SDR, second division restitution) nenenus [Ramanna,
Jacobsen, 2003; Cai, Xu, 2007]. OpHako nmaHHas TEPMHHOJIOTHS M OIMCAaHHE
MexaHu3MoB oOpazoBanus FDR- u SDR-ramer xapakTepHbl, B OCHOBHOM, IS
JIBYIOJBHBIX PACTCHUH, JIJIST KOTOPBIX OKa3aH CUMYJIbTaHHBIN ITATOKUHES.

Msrkas mmenura (Triticum aestivum L.) — ogHOMOMBHOE pacTeHHE, THUITHYHBINA
Npe/ICTaBUTEIh  AJUIOMOJMILIONIOB, 00pa3oBajioch B  pe3yJbTaTe €CTECTBEHHOMH
ruOpunu3anuu T. turgidum L. u Aegilops tauschii Coss. [Matsuoka, 2011; Feldman,
Levy, 2012]. 3HaunTenpHas 4acTh pabOT MO PEKOHCTPYKIIMUA T€HOMA MSTKOHN MIICHUIIBI
BKJIIOYAET MOMCK MexaHu3MoB pectutyimu [Wagenaar, 1968; Matsuoka, Nasuda, 2004;
Zhang et al., 2007, 2008; Cai et al., 2010; Matsuoka et al., 2013; Hao et al., 2014].



OCHOBHBIM ITUTOTCHETUYCCKMM MEXaHU3MOM O0pa30BaHUsl HEPENYIIMPOBAHHBIX T'aMET
NpY BO3HUKHOBCHMHM BHaa 1. aestivum L. cuuTaercs OTCYTCTBHE PACXOXKICHUS
XpoMocoM B TiepBoM neieHun Meiioza [Cai et al., 2010; Matsuoka et al., 2013].
[Tocnenyromiee HOpMaabHOE BTOPOE JEJICHUE 3aBepIIaeTcss oOpa3oBaHHWEM IHall. JTOT
TUN JeNeHUs ObLI ompezenieH kKak pectutymms nepsoro nenenust (FDR) [Xu, Joppa,
1995], m B paborax JOpPYrHX aBTOPOB IMIOJYYMJI Ha3BaHHE «HEPEAYKIIMOHHOE
meioruueckoe neienne kiaetku» (UMCD, unreductional meiotic cell division) [Cai et al.,
2010]. DToT MexaHU3M KOHTPOJIHMPYETCS] B3aUMOJICHCTBUEM I'CHOB POIUTEIBCKHX BHIOB
[Wagenaar, 1968; Xu, Joppa, 1995; Matsuoka, Nasuda, 2004; Zhang et al., 2007, 2008;
Matsuoka et al., 2013; Hao et al., 2014]. Ha xpomocome miieHuibl 3B J0KalIn30BaH
QTL, QTug.sau-3B [Hao et al., 2014], aBnstomuiics renom oprtosioroMm cycal;2/tam,
KOTOpBIN ydacTByeT B (hopMupoBanuu HepenynupoBaHHbix rameT y Arabidopsis thaliana
[d’Erfurth et al., 2010].

Y rtubpumo T. turgidumL. x Ae. tauschii Coss. onwcan wu japyroi
IIUTOTCHETUYCCKHI MEXaHU3M (POPMHUPOBAHUS HEPEIYIIMPOBAHHBIX TAMET - SKBAIIHOHHOE
pacxoXKJACHUE XPOMOCOM B TEPBOM M €AMHCTBEHHOM JeJeHHMH Meiro3a [Zhang et al.,
2007, 2008; Hao et al., 2014], omHako He OXapaKTEpHU30BaH €ro IUTOTCHETHYECCKUI
MEXaHU3M W HET JaHHBIX O €ro TCHETUYECKON perynsnud. JIaHHBIM THI JCICHHS
MOJYYHJT Ha3BaHUE «EAMHCTBEHHOrO Merotuueckoro neienus» (SDM) [Matsuoka,
Nasuda, 2004]. Ilpeamomaraercs, uro kak FDR, tak m SDM Moryr npuBOIUTH K
00pa3zoBaHuI0 (YHKIMOHAIBHBIX HEPEIYIIUPOBAHHBIX rameT y rudpumos T. turgidum L.
X Ae. tauschii Coss. meitoza [Zhang et al., 2007, 2008; Hao et al., 2014].

OnHako, HECMOTPS Ha HCCICAOBAHUS PECTHTYIMH y MSATKOW IIICHUIBI M €€
THOPHUIIOB, HE CJIOKHJIOCH YETKOH KapTHHBI MeXaHW3Ma/MeXaHU3MOB (HOpPMUPOBAaHUS
HEepEeIYIIMPOBAHHBIX TaMeT Y aM(UTaIUIONIHBIX pacTeHuii [0030p CukoBa u nip., 2011].

Panee M3y4eHO W CHCTEMAaTH3WPOBAHO MOBEACHHUE XPOMOCOM Y MINEHUYHO-PIKAHBIX
ruopunoB F; T.aestivum L. x Secale cereale L., noka3aHo, 4To MOBEIECHHE XPOMOCOM
reHetndecku peryiaupyercst [Cunkosa u ap., 2003; Silkova et al., 2011]. DxBarnuoHHOE
PacXOoXKIACHUE XPOMOCOM B TIEPBOM U SMHCTBCHHOM JICJICHHU MEH03a MPEIoJiaracTcs B
KayecTBe MeXxaHu3Ma (OPMHUPOBAHHS HEPEIyLHHPOBAHHBIX TrameT. IlIIeHHYHO-piKaHbIe

samemenns 1RV/1A, S5R/5D u 6R/6A nerepmunupyroT 10T TN moBeaeHus [Silkova et



al., 2011]. [laHHBI [MTOTHII PECTHTYLHH ObLT OOHAPYXXEH Yy aHAPOTaIIOUIOB
MIIICHUYHO-PXKaHOH 3amernenHon tuanid 6R(6A) [Cunkosa u ap., 2009].

B pacxoxxieHnn XpoMocoM BO BpeMsi MEMOTHYECKOTO JIeJCHHs KJIETKH 3HAUYUMYIO
pOJIb UTpaloT OpraHu3allds U TOBEJIEHUE IIEHTPOMEPHOTO paiioHa, (QopMHUpOBaHUE
BEpPETCHA JICJICHUS W KOTE3Ws CeCTpHHCKUX xpomatui. ClieoBaTeIbHO, MpsMas
BU3yaJu3alys MOBEICHHUS XPOMOCOM B Meio03€ y MIIEHUYHO-pKaHbIX THOpuaoB Fp ¢
MTOMOIIBI0 KOMITIEKCA COBPEMEHHBIX MOJIEKYIISIPHO-IIUTOTCHETHUECKIX METOJO0B MOXKET
BHECTH BKJIa/I B IOHMMaHHE MEXaHU3MOB MeHoTHdeckoi pectutyuuu. Mcmnonp3oBaHue
JUHAK TmeHunpl ¢ 3aMmenteHusMu 1Rv/1A, 2R/2D, 5R/5D u 6R/6A B kadecTBe
POIUTENbCKUX (OPM TO3BOJIUT OMNPEICIUTh XPOMOCOMHYIO JIOKQJIM3AIMI0 T'€HOB,
PETYIHUPYIONINX IIUTONCHETHUECKHE MEXaHH3Mbl (DOPMHUPOBAHUS HEPEIYIHPOBAHHBIX
rameT y NIICHHYHO-PKAHBIX aM(UTAILIONI0B

Henbo HacTosimedd padoThI SBISIIOCH HM3yYEHHE MEHOTUYECKUX MEXaHU3MOB
BOCCTaHOBIICHUS (epTUabHOCTH y rudpumoB Fq Triticum aestivum L. x Secale cereale L.,
B FeHOMax KOTOpBIX XpomocoMmsbl mieHuIbl 1A, 2D, 5D u 6A 3amernieHsl roMeoioraMu
DKM, U aHAINU3 PEPTUIILHOCTH MOTOMCTBa Y ampuauiuionnos Fy u F, nokonenuii.

3amaun:

1) IIpoBecTn aHaNW3 BJIMSHUS MIIEHUYHO-PKAHOTO 3aMeIeHUs xpomocoMm 2R/2D,
1RV/1A, 5R/5D, 6R/6A Ha moBeiaeHue XpOMOCOM B MeH03€ y THOPHUIOB U XapakTep
dbopMupoBaHUs anmapara JAeJIeHuUs.

2) Uzyuute opranusanuio JJHK meHTpoMepHBIX pailoHOB XpOMOCOM, BBISBIISIEMYEO
¢uryopecieHTHOI IN Situ rudpuau3anuei.

3) IlpoaHanu3upoBaTh AapXHTEKTYpPy KHHETOXOPOB XPOMOCOM IO XapakTepy
nokanu3auuu ructona CENH3.

4) VI3y4nTh IMHAMHKY MHKPOTPYOOYEK ITUTOCKENIETa B ME03€ THOPHIOB.

5) Tlpoananu3upoBaTh XapakTep pACIPEICICHUS KM COXPAaHCHHS KOTe3Wd Ha
XpOMOCOMax ¢ oMo MmoauduimpoBannoro rucrona phH3Ser10.

6) BoigBUTP  MeXaHH3MBI ~ Melo03a, yd4acTBylommMe B (DOPMHUPOBAHUHU
HEPEYIIUPOBAHHBIX TaMeT.

7) OxapaktepusoBaTh (GepTUIBHOCTh moToMcTBa F; u Fp, momydenHnoro mpu

CaMOOIIBIJICHHUH MIICHUYHO-PKaHbIX aM(I)I/IFaHJIOI/IZ[OB.



Hayunasi HoBu3Ha padoThbI.

BriepBbie MpoBeICHO KOMIUIEKCHOE MOJIEKYISIPHO-IIUTOTCHETHUECKOE MCCIICIOBAHIE
perynsuuu Meiosa y amdurarmtongoB T. aestivum L. x S. cereale L., B reHoMax KOTOPBIX
xpoMocomsbl TimeHuibl 1A, 2D, 5D u 6A 3amMemieHbl romeosioraMu pxu. BriepBbie ¢
TIOMOIIBI0 ()JIYOPECIICHTHOM IN SitU THOpUAM3AIMK U MMMYHOOKPAITUBAHKS MOJYUCHBI
JI0Ka3aTeNIbCTBA BIAMsAHUS 3amenieHus 2R/2D Ha mpoxoxkIeHHe pPeayKIHOHHOTO THIIA
nenenns, a 3amenienunit 1RV/1A, 5R/5D, 6R/6A - Ha mposiBIeHHE YETHIPEX THIIOB
MOBEJICHUSI XpPOMOCOM B MeH03€ 4acTUYHO-(PepTUIbHBIX TuOpuoB F1. Y mepBoro tuna -
NEJICHNsI, TIOJIOOHOTO MHTO3Yy, BIIEPBBIC BBISBICHBI MUTOTHYECKAs OpTaHU3aIUs
IEHTPOMEPHOT'O pailoHa, OJTHOATAIHOE MCUYE3HOBEHHE KOTE3WU C TUIeYeH M LIEHTPOMEp
XpOMOCOM, a TaKkKe PaCXOXkJICHHUE CECTPUHCKHX XPOMATH] B MEPBOM U €IUHCTBEHHOM
NEJICHUH Meio3a. Y BTOpPOro THma - (JOPMUPOBAHHE MOHOTOJSPHOTO BEPETEHA CTaJIO
MPUYMHON OJIOKMPOBAHUS PACXOXKICHHUS XPOMOCOM M OTCYTCTBUS ITUTOKHUHE3A B IEPBOM
JIEJICHUH, TOT/Ia KaK CECTPUHCKHAE XPOMATHIBI PACXOIWINCh BO BTOPOM JICIICHHH.
BriepBbie mokazaHo, 4Tto (OpMHpOBaHHWE HEPEAYLUHUPOBAHHBIX TaMeT MPOUCXOAUT B
pe3yJbTaTe peaau3aluy 3TUX ABYX MEXaHU3MOB. C MOMOIIBI MPSIMOM BU3YyaJIA3aALHNHU
OpraHu3aIuy IEHTPOMEPHOTO pailoHa M JUHAMUKHA MUKPOTPYOOUEK BepeTeHa MOKa3aHo,
4YTO JpyrHe JBa THUMA JENEHUs, PEAYKIHOHHBIM U pPEeIyKIIMOHHO+IKBAIMOHHBIH,
SIBIITFOTCSI CAMOCTOSITCIIbHBIMH THUIIAMH TIOBEJCHHUS XPOMOCOM, a HE MPOMEXYTOYHBIMU
CTaJMsIMM TIEpBOrO JcieHus Meiosa. ITokazano, uro 3amenieHue 2R/2D ompenenser
MOHOIIOJIIPHYIO ~ OPTaHHM3AIUI0  I[ECHTPOMEPHOTO  pailoHa, COXpaHCHHWE KOTEe3UU
CECTPUHCKHUX XPOMAaTHUJ U pacHpe/eICHHe YHUBAJICHTHBIX XPOMOCOM MEXKY MOJI0CaMU
C TIOMONIBI0 KHHETOXOPHBIX MHUKpPOTPpYOOYEK B IEpPBOM JICJICHUW  Meko3a
amMuUTarmionios.

Teopernyeckasi U NPaAKTHYECKAsi 3HAYUMOCTH HCCJIEIOBAHUS.

dyHIaMEHTAIBHBIMU SIBJISIOTCS TONYYCHHBIC B TIPEJICTABICHHOW paboTe 3HAHUS O
BO3MOXXHOCTH PEATTU3AINH MPOTPAMMBbI, TTOJIOOHONH MUTO3Y, B MEHO03€ MOJIUTATUIOUTHBIX
opraHu3MoB. Pe3yabTaThl pabOThl paCIIUPSIOT HAITM TPEICTABICHUS O PETYJISAINNA TaKHX
MEXaHH3MOB MeEH03a y pACTeHHH KaK KOHTPOJIb KJIETOYHOTO IIMKIJIA, OpTraHu3alus
IIECHTPOMEPHOTO paiioHa, (GOPMHUPOBAHUE BEPETCHA U KOT'E3UsI CECTPUHCKUX XPOMATHUI.

Hcnonb30Banue MIIEHUYHO-PKAHBIX 3aMEIIEHHBIX JTUHUI B THOPUAN3AIUN C POKBIO

MOCEBHOM IMO3BOJIAIOT YAaCTUYHO BOCCTAHABIMBATH (EPTUIBHOCTH THOpUAOB F; uTO



SBIIIETCA HEOOXOAMMBIM IIAroM JUIsi MHTPOTPECCUU T'€HETHUECKOro Marepuana pKu B
FEHOM TIIEHUIbl. Marepuanbl JUCCEPTAllMOHHONW pabOoThl HCHOJB3YIOTCA B Kypce
ekl «XpOMOCOMHO-UHXEHEPHBIE TEXHOJOTUH B CEJIEKI[MU PACTEHUID» B Iporpamme
MaructpaTypbl HOBOCHOMPCKOTo rocyAapCTBEHHOTO arpapHOro YHUBEPCUTETA.

IHonokeHnsi, BBIHOCMMbIE HA 3AIUTY

MexanuzmaMu 00pa3oBaHUsS HEPEIyLIMPOBAHHBIX raMeT B MeHo3e y MIIeHUYHO-
pkaHbIX ruOpuaoB Fy ¢ 3amemenusamMu xpomocoM 1R/1A, SR/5D u 6R/6A sBastorcs:
. PacXOXKJIEHUE CECTPUHCKUX XPOMATHJ B IEPBOM U E€OUHCTBEHHOM JI€JICHUU
Mel03a, XapaKTepU3yIoIIeecss MUTOTHYECKON OpraHU3aluell HEHTPOMEPHOro paiioHa U
ONHOOSTAITHBIM HMCYE3HOBEHHUEM KOT€3MH C IUIEYe M LEHTPOMEPHOIO panoHa
YHUBAJIEHTHBIX XPOMOCOM,;
. OJIOKMpOBaHKME MEPBOro JEJIECHUS NMPU 0O0pa30BaHUM MOHOIIOJIIPHOTO BEpETEHa C
MOCJIEIYIOIIUM PACX0KICHUEM CECTPUHCKUX XPOMATH]I BO BTOPOM JICJICHHH.

JIMYHBIN BKJIAJ aBTOpa

OcHOBHBIE  pE3yNbTaThl, HW3JIOKEHHbIE B  JHUCCEPTAlMHM, TOJYyYEHBl U
NpOaHAIN3UPOBAHBl ABTOPOM CaMOCTOsITeNbHO. PaboTra 1Mo co3maHMi0 W aHAU3y
dbepTunbHOCTH THOPUAOB F1 1 F, ObuTa MpoBeEHa COBMECTHO C COTPYJIHUKAMU CEKTOpa
uuroreHeTuku 31akoB bapcyk JI.I'. u Cymunoii JI.U..

CtpykTypa n 00beM padoThl

Jluccepraiusi COCTOMT W3 OIJIABJICHHWS, CIHCKAa COKpAIlleHWH, BBEAEHUS, 0030pa
JUTEPATYyphbl, OINHCAHUS UCIOJB3YEMbIX MaTE€pUaJIOB M METOAOB, PpPE3YIbTaTOB,
0o0CYXXJIeHHUs, 3aKIIOYEeHMs, BBIBOJIOB M CIUCKa LUTHPYyeMOM JuTeparypbl. Pabora
u3NoKeHa Ha 153 cTpaHMIIaX MalIMHOMHUCHOTO TEKCTa, CONEPKUT 29 pucyHKoB U 11
Ta0IuII.

baaropapaocTu

ABTOp BbIpakaeT HMCKPEHHIOIO OJIaroJapHOCTb HAYYHOMY PYKOBOJUTENIO K.0.H.
CunkoBoit O.I'., a Takke COTpyIHUKAM CEKTOpa LIUTOT€HETUKH 351akoB bapcyk JL.I'.,
Cymunoii JI.LU., WBanoBoii FO.H. 3a momomp B mosydyeHuu THOpPUIOB, B padboTe C
pacTeHUsIMH M MOPAJbHYIO TMOJACPXKKY. ABTOp Omarogaput k.0.H. Anmonuny W.I'. 3a
TIOMOIIb B OCBOCHHMM MeToja (ayopecieHTHOH in Situ rudpuausanuu, J1abopaTopuro
1.60.H. Canunoit E.A. 3a TexHU4YecKy0 mojaepkky u k.0.H. Cugopuyka FO.B. 3a momorp

B OCBOEHMHM METOJa MMMYHOOKpamuBaHusi. ABTOop OjarogapuT cOoTpyIHUKOB lleHTpa
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CenexunonHo-I'enernueckoro  komrjiekca u  JlabopaTopum  HMCKYCCTBEHHOTO
BBIPAIBAHNs PACTCHUM.

Anpobauus padoTsl
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I''IABA 1. OB30P JIMTEPATYPbI

1.1. IHomumiouausi KAaK 0COOEHHOCTh T€eHOMOB PacTeHUM

1.1.1. Tunsl NOJIUIJIOUIUH

Asmonoaunioudvl u  anronoaunioudsi. Ilomummounus (rpeud. polyploos —
MHOTOKpPaTHO NOBTOpstOIIUiics, €idos — BHJ) — 3TO KpPaTHOE YBEJIMYEHUE YHCIA
HaOOpOB XpOMOCOM. B 3aBHCHMOCTH OT MPOMCXOXJICHUS M TEHETHYECKOTO COCTaBa
TCHOMOB TIPHUHATO Pa3ACisATh IMOJUIUIONIBl HAa ABTOMOJMIUIONIBl M aJUIOTIOHILIOU BT
[Stebbins, 1947; Levin, 2002; Madlung, Wendel, 2013]. ABTOmoJUIUIONAUS — 3TO
KpaTHOE YBEJIIMYCHHE YKCIIa HAOOPOB XPOMOCOM B KJIETKAaX PACTCHHS OJTHOTO W TOTO JKE
Ounonorudeckoro Buma. Hamwmume Oonee AByx HAOOPOB TOMOJIOTHYHBIX XPOMOCOM Y
aBTOIOJUIUIONIOB, TOMHUMO OWBaJCHTOB, YacTO TPUBOAUT K OOpa30BaHUIO
MYJbTHBAJICHTOB M/MJIM HECHAapEeHHBIX (YHHUBAJICHTHBIX) XpoMocoM, [Morrison, Rajhathy,
1960; Levin, 2002; Ramsey, Schemske, 2002]. MynbTHBaJICHTH ¥ YHHUBAJCHTHI
HEMPABWIBHO Pa3JIEISIIOTCS B MEPBOM U BTOpOW aHadasze, yTo BeAeT K (GOPMUPOBAHUIO
raMeT ¢ pa3audyHbIM YHUCIOM XpoMocoMm (aHeyruiowausi) [Rommel, 1965; Ramsey,
Schemske, 2002]. Takue ramMeTbl HE Bcerja >KM3HECIOCOOHBI, YTO MOXKET HMPHBOIUTH K
CTEPUJILHOCTH aBTOMNOJUILIONI0B. [IpuMepamMu aBTONOJMILIONIHBIX PACTCHHA MOTYT
CIIYXXHUTh C/X IIEHHbIE KYJIbTYpHBIC pACTEHHs, Takue Kak Kaprodenb, OaHaH, caxapHas
cBeKia W caxapHbiid TpocTHuk [Rommel, 1965; Bretagnolle, Thompson, 1995; Udall,
Wendel, 2006; Heslop-Harrison, Schwarzacher, 2007].

AJUTONONUTUIONUST — A3TO KPAaTHOE YBEIMYECHHE YHCIAa XPOMOCOM Y PaCTCHHIH,
BO3HUKAIOIICE TPH MEXKBUIOBOW W MEKPOJIOBOW THOpuam3anuu. [ oMeonoruvHbie
XPOMOCOMBI aJIOTIOJIMIUION/IOB, TIPUIIEAIINE OT Pa3HbIX BHUJIOB, HE CIAPUBAIOTCS, YTO
MPUBOJUT K MPEHMYIIECTBEHHOMY OOpa30BaHHUIO OWBAJICHTOB TOJBKO TOMOJIOTHYHBIX
xpomocoM [Stebbins, 1947; Levin, 2002], uX JIUCOMHOMY HaCJICJOBAaHUIO U
GepTHILHOCTH pacTeHUH. B HEKOTOpBIX aUIONOJUIUIONIAX BMECTe C OWBaJieHTAaMHU
MOXKET HaOI0IaThCsl TOMEOJIOTHYHOE CIIApUBAHHUE XpPOMOCOM, WM 0Opa3oBaHUE

MYyJbTHBAJIEHTOB, TaKUE «IIPOMEXYTOYHbIE (OPMBD» HA3bIBAIOT  CErMEHTHBIMU
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aonoymmuiongamMu - [Stebbins, 1947; Levin, 2002; Otto, 2007]. Ilpumepamu
QJITOTIOTUTUIONTHBIX pacTeHHA MOTYT CITyKUTh AIUTOTPUTIIIONUTHBIC "
aIJIoTeTparuionaHble pacTeHusi Oanana (pox Musa), amioTeTparioMAHbIE PacTEHHS
mmreHuipl Triticum turgidum u xmomyarauka Gossipium hirsutum, G. barbedense, a
TaKKe ajloreKcarionaHas mirenuna Triticum aestivum [Sears, 1969; Wendel, 1989;
Bretagnolle, Thompson, 1995; Udall, Wendel, 2006; Heslop-Harrison, Schwarzacher,
2007]. K ayutonoumioniaM Takke OTHOCATCS aIOTeTpaIIonAHbIN By Brassica napus,
obpa3oBaHbIii B pe3ynbrate rudpuausaiuu B. oleracea u B. rapa [Lysak et al., 2005], u
Arabidopsis suecica, oOpa3zoBanublii npu ruOpumusanuu A. thaliana u A. arenosa
[O’Kane et al., 1997; Jakobsson et al., 2006].

XOTs CyIIECTBYET HECKOJIBKO MEXaHU3MOB 00pa30BaHUs MOJIHUILIONIOB, CUUTACTCS,
91O OOJIBIIMHCTBO TMOJIUIIONIHBIX PAaCTEHUH (HOPMHPYETCS B pe3ybTaTe CIIOHTAHHOTO
oOpa3oBaHusi W CIHUSHHUS JUIUIOMAHBIX (2n) ramer [Bretagnolle, Thompson, 1995;
Ramsey, Schemske, 1998]. BoccTanoBieHne CcOMaTUYECKOTO YHCJIA XPOMOCOM
(oOpa3oBaHHe HEpEeAYLHMPOBAHHBIX TaMeT) MPH OJOKUPOBAHWU OJIHOTO W3 JIENCHUN B
MEHO03€ IOJYyYMJIO Ha3BaHME MEWOTHYECKOW sIepHOM pecturtyuuu. Yacrora
dbopMUpOBaHHUS HEPEIYIIUPOBAHHBIX TaMET y PAa3HBIX BHJIOB MOXKET H3MEHSTHCS U
3aBUCUT OT YCIIOBUH OKpykaromieid cpeanl [Ramsey, Schemske, 1998; Cai, Xu, 2007,
Ramanna, Jacobsen, 2003]. [Io HeKOTOpBIM OIleHKaM, 00pa3oBaHUE HEPEAyLUPOBAHHBIX
raMeT B MPHUPOJHBIX MOMYJANUAX Nporcxoaut ¢ dacrotoi 0.56% [Ramsey, Schemske,
1998) u 0.1-2% [Ramsey, 2007], B To BpeMs Kak oOpa3oBaHHE TaKMX TaMmeT Y
MEXBHJIOBBIX THOpHUJIOB F; 3HaumrenbHO BbIe W jgocturaer 27.52% [Ramsey,
Schemske, 1998]. HacTora oOpa3zoBanus 2N raMeT MOXKET YBEIMUUBATHCS MPU CHUKEHUU
temmeparyp [De Storme et al., 2012], uro Morio Obl OOBICHUTH MpeoOiIaTaHNe
MOJIMIIOWIHBIX BUIOB B 30HAX ¢ X0J0aHbIM KiuMatoMm [Grant, 1981; Brochmann et al.,
2004].

ABTONIONUTUIONTBI BO3HUKAIOT B pe3yJIbTaTe CIIOHTAHHOMN MYIUTUKAIIMKA TeHOMa (pHC.
1.1 a) wiou npu THOPUAM3AIMK MEXKIY PA3IMUYHBIMH PACTCHHUSIMH B Tpejeiax OJHOTO
BUJa (BHYTPUBUIOBas THOpUAM3AIUs), YTO MpenarnoiaraeT oOpa3oBaHWE W CIUSHUE
HepeayuupoBanHeix ramet (puc. 1.1 ©) [Ranney, 2006; Hegarty, Hiscock, 2008].
B mepBom cnydae, B pe3ynbrare COMATHYECKMX MYyTalMil (HampuMmep, HapymieHUs

MI/ITO3a), MOKCT IPOUCXOJUTH YABOCHUC YMUCIIa XPOMOCOM B KIICTKAX MCPUCTCMBI, 9YTO
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OpPUBOIUT K (OPMUPOBAHUIO TONUIUIOMIHOrOo mobera. Ecnum Ha pgaHHOM mobere
pa3BUBAIOTCS  PENPOAYKTHUBHBIE  OpraHbl, TE€HOM IOJYYEHHBIX TrameT Oyner
noymmuionHeIM (puc. 1.1 a) [Ranney, 2006; Tayalé, Parisod, 2013]. Bo BTopom ciyuae,
Opy  CKpPEHIMBAaHUM JUIUIOWIHBIX pACTEHUM OJHOrO BHUJA MOTYT 00pa3oBaThCs
ABTOTPUIUIONBI, IPHU CIMSHUM HOPMAJIbHOM TAIUIOMAHOM M HEPEAYLHPOBAHHOW 2N
ramMeTbl, WM aBTOTETPAIIOWIbI, TpPH CIUSHUM JBYX HEPEeAyHHUPOBAHHBIX TaMeT
(puc. 1.1 6). TerpamiongHple pacTEHUSI TaKK€ MOTYT OBITh MOJIYYEHBI CKpEIIMBAHUEM
TPUILUIOWAHBIX W JUIUIOWAHBIX PACTEHUN, B cCllydae OOpa3oBaHHUs y TPUILIOUIHOTO
pactenus ku3HecnocoOHbIX ramet (puc. 1.1 0) [Hegarty, Hiscock, 2008; Tayalé, Parisod,
2013]. boyee BbICOKHE YPOBHU INIOMTHOCTH MOTYT OBITH MOJYYEHBI NMPU CKPEIIMBAHUT
ABTOTOJUIUIOUAHBIX PACTCHUM OJTHOTO WJIM PA3HOTO YPOBHS IUIOMJIHOCTH TPH YCIOBUU

50,4 q)epTI/IJ'IBHOCTI/I N BO3MOXKXHOCTHU 06p3_30BaHI/I$I HCPpCAYIIUPOBAHHLIX T'aMCT.

a 0 HepeIyUHPOBaHHbIE

vABOGHHE e ABTOTETPAILIOH]
: P /emommms, ___TaMeTbl ABTOTPHILIOHT o
Py T
{ “\I I o o o ) —_— / ~\ B
\aoam R { =
St ey X > | o= | cmoum—
\\_ A SO0 \-‘.// Q-/
AHILIOHT — Cemoe—= — & e’
aBTOTETPAILIOH] \;-'.—'/\ \ /
JHILTOHIBI HHTPOrpeccHs
Current Biology

Pucynok 1.1. Bo3mosxHbIe ITyTH MoJTy4eHus aBTonoaummionaos [mo Hegarty, Hiscock, 2008].

OO0pa3oBaHKEe AJUTOMOJIMILIONIOB, KaK TPABWIO, MPOUCXOAUT MPU THOPUIAU3AINN
IBYX (mim O6oJiee) BUIOB, COCTOAIINX B JaJbHEM poJCTBE. B HacTosee Bpems: OnucaHbl
HECKOJIbKO ITyTeH BO3HHMKHOBEHUS aJUTONMOJUILIONAHOTO reHoma [Ramsey, Schemske,
2002; Hegarty, Hiscock, 2008]. Takue pacTeHHs MOTYT BO3HHUKHYTh B pPE3yJIbTaTe
yIBOCHHMsSI TEHOMa B TIOTOMCTBE IKHM3HECIOCOOHBIX THOpumoB F; (puc. 1.2 a).
B HekoTOphIX ciydasx o00Opa3oBaHHWE aJUIOTIOJUIUIONWIOB MOXKET IPOUCXOJUTh B
pe3ylbTare CAUSHUS HePEeNYIIUPOBAHHBIX TaMeT WJIM COMAaTUYECKOTO YIBOCHUS T€HOMA B
3UroTe MpPU CKPCIIMBAHWU PACTCHHH IUIUIOMIHBIX BUaoB (puc. 1.2 1) [Ramsey,
Schemske, 2002; Hegarty, Hiscock, 2008]. Kpome Toro, ajionoiuaionsl MOTYT ObITh
MOJIYYEHBI CKPEIIMBAHUEM IOJMIUIONIHBIX BHJIOB MEXIY COOOM WM C JUILTIOWIHBIMU

Bujamu (puc. 1.2 6,8,1).
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Pucynok 1.2. Bo3amMoxxHbIe IyTH TOJTy4eHuUs ayutononumuionos [mo Hegarty, Hiscock, 2008].

Heononunnouowvr u naneononunioudsi. HegaBuo oOpazoBanubie (He Gonee 150 ner
Ha3a/1) MOJIUIUIOUIbI IPUHATO HAa3bIBATh HEOMOIUILIONAaMHU. [IpruMepoM TakuxX pacTeHHM
MOTYT CIY)XUTh aJIOTETPAIIOWHBIE BHILI Tragopogon miscellus w T. mirus,
0o0pa30BaHHBIC B pPE3yJbTaTe THOPUIM3AIMM HECKOJIBKMX 3aBE3CHHBIX B AMEPHKY W3
EBponsl  BugoB ko3nmobopognuka [Tate et al., 2006]. O6pasosanme T. miscellus
npou3onuio npudimsutenbHo 100 et Hazan B pe3ysinbTaTe THOPUIU3AIUK TUTUIONTHBIX
T. dubius u T. pratensis, npuMepHO B TO € BpeMsl IIPOU30IILI0 00pa3oBaHue T. Mirus B
pesyabTare ruOpunusanuu 7. dubius u 7. porrifolius [Tate et al., 2006]. Cpeau Haubonee
W3BECTHBIX HEOIMOJIUIUIONI0B MOXKHO TaK)K€ OTMETHUTh BHIbI KPECTOBHHMKaA Senecio
cambrensis, S. eboracensis [Abbott et al., 2005, 2007] u Crnaptunsl u3siiHOKH Spartina
anglica [Ainouche et al., 2004]. 'eHOM HEONOJMIIONIOB MPETEPIIEBACT U3MEHEHUS,
CBA3aHHBIE C TCHETHYECKOW U I[MTOJIOIMYCCKOW IUIUIOMAM3AIMeH, TaKhue Kak
XPOMOCOMHBIC TEPECTPONKH, HW3MEHEHHUS OSKCIPECCHMH TI'eHOB W japyrue [Ramsey,
Schemske, 2002]. Tak, B remome T. miscellus u T. mirus Habmrogar0TCss MOHOCOMHUS H
TPUCOMHSI TIO HEKOTOPBIM XpOMOCOMaM (AHCYIJIOMIUs), TOKa3aHbl TPAHCIOKAIUU
TOMEOJIOTHYHBIX XPOMOCOM, a TakXe JIMUreHetnueckue m3menenus [Lim et al., 2008;
Chester et al., 2012]. Pa3uble momyssiiuu BUAa KO3J00OpPOJHUKA MMEIOT CBOM HabOp

FEHETUYECKUX M DJIUTCHETHYECKUX OTKIOHEHHWW OT MPEeIKOBBIX BHUAOB [Ramsey,
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Schemske, 2002; Lim et al., 2008; Chester et al., 2012]. Jlas rekcamaougHoro S.
cambrensis Takxe ObLTa MOKa3aHa 3HAYUTEIIbHAS PEOPraHU3aIUs TCHOMAa W M3MCHCHUC
skcrpeccuu reroB [Hegarty et al., 2006; Abbott et al., 2007]. Oanako y Buza S. anglica
He HaOJI0Manoch 3HAYMTENFHBIX W3MEHEHWIH TeHOMa B Pe3yJIbTaTe MOJUILUIONIU3AINN
[Baumel et al., 2002; Renny-Byfield et al., 2010]. deHoTUIHYCCKHUE OTIUYHUSI OT
NPEAKOBBIX BHJOB M MEXAy pacTeHUSIMH B pasHbIX mnomyisaiusx S. anglica
00eCIeunBaIKCh, TJIaBHBIM obpazom, SMHUICHETHYECKUMHU WU3MEHCHUSMHU
(metmmupoBanue JIHK), koTopbie mpuBOAMIN K U3MEHEHHIO dKcrpeccuu TeHoB [Parisod
et al., 2009; Chelaifa et al., 2010].

[TepBbie pabOTHI, MOCBAIICHHBIC OIICHKE YacTOTHI BCTPEYACMOCTH IMOJHUILUIOHIOB
CpeI TOKPBITOCEMCHHBIX PAaCTCHHIA, ObLTH OCHOBaHBI Ha WCCICAOBAHUSIX KapHOTHIIOB.
Cormacho »tuM  oneHkam, oT 30 mo 70% 1OBETKOBBIX pACTEHUN  SABIIAIOTCS
noymmuionaaeiMu  [Darlington, 1937; Stebbins, 1950; Grant, 1963; Goldblatt, 1980].
[To3nHee OBLIO MMOKa3aHO, 4YTO OOJBIIMHCTBO, €CJAM HE BCE COBPEMEHHBIC
MOKPBITOCEMEHHBIE pacTeHus - naneonoiumion sl [Otto, Whitton 2000; Cui et al., 2006;
Leitch, Leitch, 2008]. ITaneomaonauss — 3TO MOJUILUIOMIN3ALMSA, KOTOpas MPOU30IILIa,
1o KpalHEeW Mepe, HECKOJIbKO MHJUIMOHOB JieT Hazaa. C pa3BUTHEM MOJICKYJISPHBIX
METOJIOB OBUIM HaMJIEHBI JOKa3aTeIhCTBA CYIIECCTBOBAHUS OJHOTO WM OoJiee JPEBHUX
cOOBITHI AYIUIMKAllMM T€HOMa y BCeX MOKpbIToceMeHHbIX [Amborella Genome Project,
2013; Renny-Byfield, Wendel, 2014]. Ananu3 TeHOMa | TpaHCKpunromMa y 8
NAJICONONIUIIION0B  TIOKa3all, YTO COOBITHS MAJCOIUIOMIN3AlMN BKJIIOYAIOT Kak
ABTOMOJUIUIONINIO (TTOKa3aHo Juis OaHaHa, COM M TOTMOJ), TaK W AJUIOMOJIUTLIONIHIO
(apabumoricuc, JrOIepHa, KamycTa, cCOpro W Kykypysza) [Garsmeur et al., 2013]. B
pe3yabTaTe pPEopraHu3aldyd TeHOMa OOJIBIIUHCTBO MAaJCOMOJUILUIONIHBIX PACTCHUN B
NPOIIECCE DBOJIIOIIMU TEPSIFOT CBOW IMOJHUIUIOWIHBIM CTaTyC M B HACTOSIIEE BpEMs
cuuTarotcs nurmionaamu. Jns cemeiictBa Poaceae (Gramineae, 3naku) IpeanoaracTcs
HECKOJIbKO HE3aBUCUMBIX COOBITHH AyrumMkarnmu reHoma [Soltis et al., 2009], oxHako
MHOTHE PAaCTCHHS, OTHOCSIIUECS K JaHHOMY CEMEHCTBY, TUILUIOMIHBI. SIPKUM IIpUMEpPOM
IWIUIONIN3AlUN MOTYT CIY)KHTh pacTeHus IuHrepun (Zingeria biebersteiniana) u
xosmoaunyma (Colpodium versicolor) (cem Poaceae), reHOMBbI KOTOPBIX COCTOSIT BCETO U3
4 xpomocom (2n=4) [Kim et al., 2009]. CokparieHue 4Yucia XpoOMOCOM MPOH3OIILIO,

MMPCANOJIOKNUTCIBHO, HCCKOJIbKO MWJIMOHOB JICT HAa3aAd B PE3YJIbTATC MHOT'OYMCICHHBIX
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TaHAeMHBIX crausHuii xpomocom [Kim et al., 2009]. K mnaneomoauruionzaM Takxke
OTHOCSTCS TaKWe IWILIOMIHBIC pacTeHHs Kak xmomuaTHuk [Muravenko et al., 1998],
Kykypy3a [Gaut, 2001], puc [Zhang et al., 2005] u apabumomncuc [Grant et al., 2000;
Blanc et al., 2003; Bowers et al., 2003].

Takum o0Opa3oM, Ha CETOAHSIIHUNA J€Hb MOJIAraeTCs, YTO MYIUIMKAIUS IEJIOTO
reHoMa SIBIIIETCS OCHOBHOM MABIKYIIEH cuioi B sBomonuu pacrenuit [Chen, 2010;
Mayfield et al., 2011]. Tak, ynBocHHE TE€HOMa NPHUBEIO K PE3KOMY YBEIUYCHHIO
BHUJIOBOTO pa3HOOOpa3usi B HECKOJIBKUX CEMEHCTBAaxX IMOKPHITOCEMEHHBIX, B TOM YHCJIE
Poaceae, Fabaceae, Solanaceae, u Brassicaceae [Soltis et al., 2009]. CoraachHo
PonuonoBy [2013], B HCTOpHHM BCEX TAKCOHOB COBPEMEHHBIX IIBETKOBBIX pPACTECHHUM
HEOJHOKPATHO TIIOBTOPSJICS IMKJI, BKIIOYAONIMNH MEKBHIOBYIO THOPHIU3AIMIO,
COTPOBOK/IAIONIYIOCS ~ MHOJKECTBEHHBIMH  TCHETHYCCKUMHU W DIHUTCHETHYCCKUMU
U3MEHEHUSAMH C TIOCICAYIOIIeH crabunu3areld THOpHIa BCIEICTBHE ITOCTEIICHHOM
yTpaThl YacTH TEHOB M  XPOMOCOM, H®  TIOCTCIICHHOW  JTUIUIOWIU3anuei
AUTONIOJIMIUIONHOTO  TeHoma.  lcciaenoBaHuWs,  HampaBlICHHBIE HA  M3YYCHHE
TCHETHYECKHUX U MMHUTCHETHICCKUX M3MEHEHUH Y HEOIOIUIUIONIOB, TAJICOMOIAIIION IOB
U HMCKYCCTBEHHO BOCCO3/JaHHBIX (CHHTETHYCCKHMX) TOJUILIOMIHBIX BHJIOB (TIIICHUIIA,
apabuIoTICHC, KaITyCcTa), TMO3BOJISIOT YCTAHOBUTH OCHOBHBIC 3aKOHOMEPHOCTH JBOJIIOIIMHI

U Bu000pa3oBanus pacrenwuii [Soltis, Soltis, 2009; Madlung, Wendel, 2013].

1.1.2. IIpenmyniecTBa NOJUIJIOUINH

OCHOBHBIMH TIPEUMYIIECTBAMHU TOJHIIONIOB CUYHTAIOT TETEPO3UC, CIIOCOOHOCTH
BOCCTAHOBNIEHUSI ~ (EPTHWIBHOCTH WM  BO3MOXKHOCTH  MOSIBJICHUS  0OECIoJIOoro
pa3sMHOXCHHMsI, ¥ TeHeTHUeckyro n30bTouHocTh [Comai, 2005; Birchler et al., 2010; te
Beest et al., 2012]. 'erepo3suc, HaOIOAaEMBbI TPU CKPEIIMBAHUH Pa3HBIX COPTOB OJTHOTO
BUJIA WJIA PA3HBIX BUJOB MEXIYy COOOMW, MPUBOJIUT K YBEIMUYEHUIO OMOMACCHI, CKOPOCTH
Pa3BUTHSI, W/WIN JPYTHX EHHBIX MPU3HAKOB Y THOPUIOB IO CPABHEHHUIO C TEM H JIPYTUM
poautensmu [Lippman, Zamir, 2007; Birchler et al., 2010]. O0bequHEHHE MAKCHMAIILHO
Pa3IMYAIONIMXCS POAUTENBCKIX T€HOMOB Y aJUIONOJHUIUIOMIHBIX PACTCHHH BBI3BIBACT
«IPOTPECCUBHBIN TETEPO3UCH, T.€. TeTepo3uc ¢ Oombiiei cumoil [Birchler et al., 2010].

Hanpumep, Ttpummonansie (opMbl caxapHOW CBEKJIbl NPEBOCXOAAT AUIIOUTHBIC
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pacTeHus MO BeCy KOPHEIIONOB, a TAaKXKe MO BBIXOAY caxapa U MO KOJMYECTBY CyXOro
BemiectBa [Peto, Boyes, 1940]. B ortnuumne oT IUMIOUAHBIX THOPUIOB, TNI€ TETEPO3UC
TepsieTCsl B MOCIEAYIOMIMNX MOKOJICHUSIX U3-32 TOMOJIOTHYHON peKOMOWHAIUH, TETEPO3UC
y aJUIONOJIMIUIONIOB CTaOWiieH u3-3a Mpeo0saJaliero JUCOMHOIO CIapUBaHUs
TOMOJIOTHYHBIX XPOMOCOM H OTCYTCTBHS crapuBaHus romeosoroB [Comai, 2005].
['uOpuaHbIl TeTepo3uC SIBISETCS OYECHb BAXKHBIM JUIS C/X, Tak kKak 65% wuinu Goiee
KYJIBTYpP BBIPAIIUBAIOTCS B THOPUIHOW (hopMe, B YBETUUCHHE YPOXKAWHHOCTH B THOPHUIAX,
OTHOCHUTEIBHO POTUTEIBCKIX BHIOB, cocTaBiisieT oT 15 1o 50% [Lippman, Zamir, 2007].

VY NOAUIUIOUIHBIX PACTEHUN MOXKET HAOII0JaThCs CHUKEHUE HUHOPEIHOM Aenpeccuu
[Rausch, Morgan, 2005]. Takke, MOJMILIONAHS TECHO CBSA3aHA C AallOMHUKCHCOM (BHI
0ecronoro pa3sMHOXKEHHUSI TMPU KOTOPOM OOpa3oBaHHE CEMSH IPOUCXOJIUT, MHUHYS
HOPMAJIBHBIA MEM03 W CiusHue suIekiaeTkn u cnepmaro3ouga) [Comai, 2005].
KpaTkoBpeMeHHBII allOMUKCUC MOXET OO0ECHeUnuTh CEeIeKTUBHOE MPEUMYIIECTBO,
CIIOCOOCTBYIOIIEE BBDKMBAHUIO M PACIPOCTPaHCHHIO BHIA. KpoMe TOro, B HEKOTOPBIX
CIy4asiX TOJUIUIOWIBI Tepexonar K OecroiioMy pa3sMHOXeHuro. Hampuwmep,
TPUIUIOUIHBIE PACTEHUSI 3a4acTyI0 CTEPHIIbHBI, MOCKOJIBKY HECYT HecOaTaHCHPOBAHHOE
YHCIIO XpOMOCcOoM (3 rarutougHbix Habopa). Takue pacTeHUs: He CIOCOOHBI PA3MHOXKATHCS
MOJIOBBIM TIyTE€M, OJHAKO, OHU CIIOCOOHBI K BETETATUBHOMY Pa3MHOXKEHHUIO, Kak,
HaIpUMep, HEKOTOPbIE KYJbTUBUPYEMbIC aBTOTPUILUIOUIHBIC PACTECHUS, TaKHE KaK OaHaH
[Heslop-Harrison, Schwarzacher, 2007].

N30BITOYHOCTh TEHETHYECKOTO Marephayiia (HaJIu4yhe HECKOJBKHUX HabopoB
XpOMOCOM), BOHHUKAIOIIAS TIPU TOJIUTUIOUIU3AINH, YBEITNYMBACT IACTUYHOCTh TeHOMA
U TIOBBIIMIACT KOHKYPEHTOCHIOCOOHOCTH MOJIMILIOWIA MO CPAaBHCHHIO C JIMILIOWIHBIMHU
npenmecreeHHukamMu [Adams, Wendel, 2005a,6; Leitch, Leitch, 2008]. VYBennuenue
qrclia ajuiesiell TeHOB MO3BOJISIET MAaCKHPOBATh BpEJHBIC perieccuBHbIe MyTanuu [GuU et
al., 2003]. ITox MacKMpOBKOH MyTallii B F¢HOME IMOJMILIONUIOB IMOApa3yMeBaeTcs To,
YTO MYTaIUsl B OJTHOW KOIMH T€HA MOKET OBITh MOJIHOCTHIO HUBEIHPOBAHA HOPMAIBHON
paboToii romeosornuHbIX Komuii [Matzke, Matzke 1998; Otto, Whitton, 2000]. Kpome
TOTO, AYIUTHIIMPOBAHHBIC KOMHH T€HOB MOTYT MPUOOPETaTh HOBBIC (PYHKIHMH (HEO- WIIH
cyOyHKIIMOHATU3AIHS ), YTO MO3BOJISIET MOJUIUION IaM 3aHUMATh HOBBIE SKOJIOTHUUECKUE

HUIIM WO 00naaath OOoNbLIeH yCTOMYMBOCTBIO K OHOTHYECKMM M a0HMOTHYECKUM

ctpeccam [Adams, Wendel, 20056; Moore, Purugganan, 2005; Lynch, 2007;
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Madlung, 2013].  I[ImacTuyHOCTH TeHOMa  OOCCIIEYMBACTCS  SIUTCHETHYECKHUMH
U3MCHCHHUSIMH B DKCIIPECCHH TOMEOJIOTOB, HEO(QYHKIIMOHAIU3AMUECH TOMEOJIOTUIHBIX
KOIIUH M TOSBICHHEM HOBBIX T'€HOB B pPe3yJIbTaTe peopraHu3anuu reHoma [Hegarty,
Hiscock, 2008]. Tak, rekcarutougHas mieHuma . aestivum L. Gomee ycroiumBa K
3aCOJICHUIO TIOYB, YEM TETPAIUIOUIHAS U TUIUIOUIHAs, BCieacTBue pabotsl rena HKT1;5
D-renoma (High-Affinity K+ Transporter 1;5), npuriemairero ot Ae. tauschii Coss. [Yang
et al., 2014]. Kpome Toro, yBenuuenue 3xcripeccuu rena TaRSL4 (T. aestivum Root Hair
Defective6-like 4) B TeTparuionaHO# IIIEHUIIE, OTHOCUTEIBHO TUILUIOMIHBIX PACTEHUH,
NPHUBEJIO K YBEIWYCHHWIO JJIUHBI KOPHEBBIX BOJIOCKOB H, BEPOSITHO, €r0 OOJbIIeH

YCTOMYMBOCTH K YCIIOBHSM HEJ0CTaTKa MATATENbHBIX BemecTB [Han et al., 2015].

1.1.3. Peopranu3amusi reHoMa MoJTUIJIOH/I0B

Hannane Heckoapkux HAOOPOB XPOMOCOM H, CIIEA0BATEIBHO, KOIHA T€HOB y aBTO- U
AJJIOTIOJIMILIONI0OB TIPUBOJUT K PEOPraHM3aIlMU T'€HOMa, CBSI3aHHON C ICHETHUYECKOW U
nuronorndeckor munmonauzanueit. Eme bapbGapa MakKnunTok mnpeamnosnaranga, 4To
rUOpUIN3aIis WX YIBOSHHE XPOMOCOM BBI3BIBAIOT «TC€HOMHBIN IIOKY», MPUBOIAIINN K
OBICTPOI peopraHU3aIlid TI'eHOMa, CIIOCOOCTBYIOIIEH BBDKUBAaHUIO W 0Opa30BaHUIO
HoBoro Bujaa [McClintock, 1984]. MccnenoBanus peopraHu3aliid TeHOMa 4aile BCETO
MIPOBOJIATCS Ha CHHTETUYECKHX TOJUILIONIAX, a TAKXKE Ha HEO- U MaJICONOIUIIIONIaxX, Y
KOTOPBIX COXPaHWINCh COBPEMEHHBIC TPEICTABUTEIHN MPEIKOBBIX POJAMTEIHLCKUX BHJIOB
[Renny-Byfield et al., 2012; Madlung, Wendel, 2013]. AutonoyuIionpl CTaIKHBAIOTCS
C MHOXECTBOM TIPOOJIEM, CBSI3aHHBIX C pa3IUYMsIMH B pa3Mepe XpOMOCOM,
ACUHXPOHHOCTBIO HMX KOHJCHCAIlUM W OIMMOKaMHU/HECIIOCOOHOCTBIO CIIAapUBAaHMS, YTO
NPUBOAMT K OOJIee CEphEe3HOM peopraHM3alliy TeHoMa, 4eM y aBronoauruionaos [Chen,
2007; Jones, Hegarty, 2009].

Kak y aBT0-, Tak ¥ y aJIJIOTOIHUILIONIOB BO BPEMsI U Cpa3y MOCIE MOJUTIIIONTU3AINH
HaOmoaeTcss ObicTpast motepss mocienoBarenbHocTeld JIHK m cokpamienue pasmepa
redoma [Leitch, Bennett, 2004; Eilam et al., 2010; Parisod et al., 2010]. OgHako gaHHBIE
W3MCHCHHS HanOoJiee XapaKTePHBI ISl AJIOMOJIMIUIONIOB M SIBJISIOTCS PE3YJIbTaTOM
SIIMMUHALIMK TTOBTOPsroIMXcs nmocienaosarenbrocTei JIHK [Liu et al., 1998a,6; Ozkan et

al., 2001, 2003; Han et al., 2005; Tate et al., 2009; Renny-Byfield et al., 2013].
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Peopranuzanus XpoMocoM MpU MOJMILTIONIU3AIUN BKIFOYAET TaKKE XPOMOCOMHBIE
NEPECTPONKH, MOTEPIO WIH TYIIMKALUIO OTAENbHBIX XpoMocoM (aHeymtonaus) [Gaeta et
al., 2007, Xiong et al., 2011; Zhang et al., 2013a,6]. MHOKeCTBEHHbBIE XPOMOCOMHBIE
NEPECTPONKU U aHEYIIONAUS ObUIM MOKa3aHbl Y CHHTETHUYECKHUX aIOTETPAIlIOUTHBIX
auauii Brassica napus [Gaeta et al., 2007, Xiong et al., 2011]. /i CHHTETHYECKHX
mmreHur; 1. aestivum  Sg-S,p Obula MOKa3zaHa aHEYIUIOWAMS, HO XPOMOCOMHBIE
MEPECTPOUKU  OTCYTCTBOBAJH,  MNPEAMNOJOKUTEIbHO,  Onaromaps  MOJIABJICHUIO
rOMEOJIOTHYHOM pekoMmOuHammu (1okyc Phl) [Zhang et al., 20136]. BeisBiacHHas
aHEeyIIouusl OblJIa OXapaKTEPU30BaHA KaK «CKPBITas», C COXPAHEHUEM DYILIOMIHOTO
qrciia XpoMOCOM 2n = 42 mpu OJJHOBPEMEHHOM MOTEpe OJHUX U NYIUTMKAIUU APYTUX, HE
TOMEOJIOTHYHBIX XpOMOCOM. Yaie Bcero SJIMMHUHAIMS XPOMOCOM TPOUCXOIWIA Y
cyorenoma B, a D cybrenom octaBajicsi CTaOMIBHBIM B OOJBITUHCTBE U3YUYCHHBIX JIMHUI
[Zhang et al., 20130]. HTepecHO OTMETHTh, YTO CHHTETHYCCKAs aUIOTCTPAILIOMIHAS
nirenuna (anagor T. turgidum) xapakrepusoBaiach 0ojiee CTAOMIBHBIM KapUOTHUIIOM H
OTNMYaNach OT POJUTENBCKUX PACTEHUH NPEUMYIIECTBEHHO IO  KOJIHYECTBY
noBTopsitonuxcst JIHK u BapmaOGenbHOCTHIO uMclia KOMHM TOMEOJIOTHYHBIX T'€HOB
(CNVs, gene copy-number variations), BrI3BaHHBIX HE3HAYUTEILHBIMA XPOMOCOMHBIMU
nepectpoiikamu B reHome [Zhang et al., 2013a].

[Tonmrmonu3anusi 9acTo COMPOBOXKIACTCS AKTHBAIMCH MOOWJIBHBIX SJICMCHTOB
(MD) [Chen, 2007], xoTopas MOXXET TPUBOJUTH K PEOPTaHU3ALUU XPOMOCOM
[McClintock, 1984] u u3MeHEHUIO B CTPYKType M HKCIPECCHH OMU3KUX K HUM T'€HOB
[Chen, 2007; Parisod et al., 2009]. Onxnako akTuBaiyss MD He Bcerzia COpOBOXKIACTCS
UX TIepeMelieHueM, Kak ObUIO TOKa3aHO [Jisi CHHTETHYECKUX aJUIOMOJIUILUIONIOB
apabuporicuca [Beaulieuw et al., 2009], wumu B [OPUPOAHONW  TOMYISAIUU
autonosuiuionHoro S. anglica [Ainouche et al., 2009].

[Tonummonu3amnyss MOKET MPUBOJUTh K U3MECHEHHUSM B YPOBHE 3KCIIPECCHU T'€HOB,
Opu  3TOM  MOXET HaOmIoAaThcsl  HE-aJJUTUBHAS — DKCIpeccus  (3HAYUTEIHHO
OTJIMYAIONIHECS  OT  CPEAHE-POAMTEIBCKOTO  3HAYCHMS),  NPOSBJISAIONIAsCS B
CBEPXOIKCIPECCUU WM MHAKTHBAIIMU T€HOB, W CyO(YHKIMOHATM3alus - JUBEPTEHIUS
GYHKIIUU WA YPOBHS DKCIPECCHM JTYTUIMIIMPOBAHHBIX T'€HOB B PA3JIMYHBIX OpraHax
tkaugx [Adams, Wendel, 2005a; Chen, 2007; Jones, Hegarty, 2009; Buggs et al., 2014;

Song, Chen, 2015]. B HEKOTOpBIX CllydasX YpPOBEHb IKCIIPECCHU IYILTHINPOBAHHBIX
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I€HOB AJUIOMOJUIIJIONIa SKBUBAJIEHTEH OJHOMY M3 BUJOB-IIPEIIECTBEHHUKOB, JTaHHBIN
dbeHoMeH ObLT HAa3BaH JOMUHAHTHOM sKkcnipeccueit [Grover et al., 2012].

He annuTrBHBIE N3MEHEHUS SKCIIPECCHH T€HOB MPH MOJUILIIONAN3ALNN HE SBIISIOTCS
ciy4JaiHbIMU. {7151 KpecTOBHUKA, KYKYpy3bl U apaOujorcuca ObLJI0 MOKa3aHO, YTO OHU
3aTparuBarOT, B OCHOBHOM, T'€HbI, KOTOPHIE yYaCTBYIOT B 1) peryisiiuu U UHAKTUBALIMU
TeHOB, 2) MeTabonu3Me, 3) pa3BUTHM OpPraHOB I[BETKA M 4) B T'€HAX, OMPEICIISIONINX
ycToiunBOCTh K BpemutensMm [Wang et al., 2006; Stupar et al., 2007; Hegarty et al.,
2008]. YV mnimieHHIl MHAKTUBAIIMU TOJABEPTaIUCh, B OCHOBHOM, T€HBI PHOOCOMAIIBHBIX
PHK, ycroitunBocTH K OO0JIE3HSM, a TaKXKE yYacCTBYIOLIME B META0OJU3ME U PEryssiuu
kierouydoro 1ukia [Kashkush et al., 2002].

ONUreHeTH4eCKrue W3MEHEHHUS MOTYT OBITh CBSI3aHBl C W3MEHEHUEM KapTUHBI
metunupoBanus JIHK [Liu, Wendel, 2003; Hegarty et al., 2011; Lavania et al., 2012],
akTuBanuend MoOmIbHBIX aieMeHToB [Kashkush et al.,, 2003; Madlung et al., 2005;
Parisod et al., 2009] u pemomenupoBanuem xpomatuHa [Liu, Wendel, 2003].
B HexoTophIX cy4asx TPAHCKPHUIILIMOHHAS MHAKTUBALIN MIPUBOAUT K
npeuMyuiecTBeHHOMY cailiiencunry reHoB pPHK B onHOM M3 cyOreHoMOB BClle[CTBUE
SIPBIIIKOBOTO JOMUHUpOBaHus [Senecio - Hegarty et al., 2005, 2006; Arabidopsis —
Chen et al., 1998].

[IpyunHON  SNUTEHETUYECKHMX M3MEHEHHH TIpU  MOJUIUIOMIW3ALHUH, KpOME
TPAHCKPHUIIIMOHHOW MHAKTHUBAIllMU, MOTYT OBbITh aJlbTepHATHBHBIN cruiaicuur [Madlung
et al., 2005; Zhou et al., 2011] u rennas xouBepcust [McClintock, 1984; Jones, Hegarty,
2009; Salmon et al., 2010; Flagel et al., 2012]. ITox reHHOM KOHBEpPCHEH MOHUMAECTCS
u3MeHeHue B TmocnenoBarenbHoctd JIHK BenmencTtBue HepenunpokHOro oOMeHa
reHeTnueckoi mHpopmamnuu (0JHa W3 TOMOJIOTMYHBIX XPOMOCOM CIYXHT JOHOPOM, a
apyras penumnueHToM reHerndeckoi wuHpopmanuu) [McClintock, 1984]. Amnamms
TPAHCKPUIITOMA B aJUIONOJIMILIOWJAX XJIOMYaTHHKA TOKa3ajdl TeHHYK KOHBepcuio 5%
BCEX T'€HOB, KOTOpasi MOIJIa MPUBOJIUTh K OOPa30BAaHHUIO HOBBIX WJIM XMMEPHBIX T€HOB,
KOTOpbIC HEe 0OHAPYKUBAIOTCS Y AUIUIOUIHBIX ponuTeneit [Salmon et al., 2010; Flagel et
al., 2012]. Termnas KOHBepcHsI MOXET OOJbIIE 3aTparuBaTh OJIWUH U3 CyOT€HOMOB
[Paterson et al., 2012]. Hakoruienue coObITHII T€HHOW KOHBEPCHH, Hapsiay ¢ OOMEHOM
noBtopsitomeiicss JIHK u TpancnmokamusiMu MOXET CHOCOOCTBOBaTh TOMOTCHH3AIUU

cyorenomoB u aurionau3aruu [Lim et al., 2007; Renny-Byfield et al., 2013].
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1.2. Markas INIIICHHUIIA A €€ Me)KBI/II[OBbIe/Me)KpOI[OBble FI/lﬁpl/I)lbl. Pacumpelme

reHo()oHIa MATKOM MIIEHULbI

1.2.1. Oco0eHHOCTH reHOMAa NMIIEeHUIIb], CBA3aHHbIE ¢ MOJUILIONAN3 Al el

Msrkas mmenunra (Triticum aestivum L., AABBDD renom) - amioreKkcarionHoe
pacTeHue, KOTOpOe O00pa3oBaloCh B pPE3yibTaTe €CTECTBEHHOW THOpHUIN3AINH
TeTpaIuIONAHON mimeHuipl Triticum turgidum L. (2n = 4x = 28, AABB renom) wu
mumtougdHoro sruimornca  Aegilops tauschii Coss. (2n = 2x = 14; DD renom),
BBICTYTAIOIINX KaK XEHCKUH M MYXKCKOH MPENIIeCTBEHHUK COOTBETCTBeHHO [ Matsuoka,
2011; Feldman, Levy, 2012]. [Ipeamonaraercs, 4TO reKCaryIOWIHas IMIICHUIA SBSCTCS
pPE3yJIbTATOM MHOXKECTBCHHBIX COOBITHH  AJUTOTIONUIUIONAN3AIMNA  KYJbTHUBUPYEMON
JOMECTHIIMPOBAHHOMN TETPATUIONIHOM TMIIIEHHUIIBI, UCKYCCTBEHHO 3aHECCHHOM JIIOJIbMU B
o0acTh ecTecTBEHHOro apeaina mpouspactanus Ae. tauschii [Matsuoka, 2011]. Tlepssie
YIIOMUHAHHS O TEKCATUIOMIHOW TIICHHUIIC NaTUPYIOTCS 8.6-7.8 ThHIC. JIeT Ha3aj Ha 1Oro-
Bocroke Typumm [Matsuoka, 2011]. JloHopoM reHOMa A CYHMTAeTCS IUILUIOHIHAS
nuenuna T. urartu (2n = 2x = 14; renom AA), B TO Bpems, Kak nipapoautens B renoma,
0CTaeTCs HEOMPEEICHHBIM, TaK KaK JUKWE BUJBI C BHICOKOW CTENEHBIO TOMOJIOTHH K B
TCHOMY TIIICHHIIBI He ObUTM HaljeHbl. VneHTHU(UKANS MPEIKOBOTO PaCTEHUS-TOHOPA
reHoMa B 3atpynnsercst Tem, 4To 00pa3oBaHHE TETPAITIOUTHOMN MIIICHUIIBI IPOU3OIILIIO B
untepsaie 500-300 Teic ner Hazax [Huang et al., 2002]. CymiecTByeT /Be OCHOBHBIC
TOYKH 3pEHUsI OTHOCUTEIIbHO TMPOHMCXOXJeHUus B-reHoma: moHOoduiernyeckoe (Ot
ojHoro npenkoBoro Buaa Aegilops) u nonudunernyeckoe (B pe3yibTare HHTPOTPECCUH
HeckonbkuX BUI0B Aegilops) mpoucxoxaenue [Salse et al., 2008]. CornacHo mocneaHuM
MOJICKYJISIPHBIM JIaHHBIM, TeHOM B MoxkeT ObITh cBsizaH ¢ Ae. speltoides cexmum Sitopsis
[Salina et al., 2006; Kilian et al., 2007].

I'enom mmenmibl Triticum aestivum L. siBisieTcss OTHUM M3 CaMbIX OOJIBIIUX CPEIn
Poaceae: 2n = 6x =42, 1C = 17.33 (xonmuuectBo JJHK B ramnounnom Habope XpoMocom),
4yro cocTtaBuger 14 mukorpamm wiau 211 T.m.0., yto B 36 pa3 Ooinbline, 4YeM Te€HOM
Brachypodium sylvaticum (2n = 4x = 28, 1C = 0.48), B 7.3 pasa Gonbie Zea mays (2n =
2x =20, 1C =2.73), u B 2 pa3a 6ombire Secale cereale (2n = 2x = 14 1C = 8.28) [Jones,

Pasakinskien, 2005]. Ou cocroutr u3 3 cybresomoB: A, B, D u Ha OCHOBaHUH
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IFeHETUYECKOT0 CXOACTBa, 21 mapa TOMOJOTHYHBIX XPOMOCOM pas3jelieHa Ha 7
TOMEOJIOTHYHBIX TPYIM, KaXaasi U3 KOTOPBIX COJEpUT 1mo 1 mape xpomocom ot A, B u
D renomoB (puc. 1.3) [Sears, 1969]. B kaxmaoii rpyIie, rOMEOJOTHYHBIE XPOMOCOMEI,
MPUILEIINE OT POJACTBEHHBIX JUIUIOUAHBIX MPEANICCTBEHHUKOB, UMEIOT CXOXKHUH COCTaB
reHOB (CMHTEHMIO) U romoJioruunbie nocienoBareiabHoctd JAHK, HO paznuuarorcs mo
HEKOAUPYIOLTUM MOCIIEI0BATELHOCTSIM, BBICOKOTIOBTOPEHHBIM JTHK
MOCJICIOBATEILHOCTAM M (YHKIIMOHAJIBHBIM TEeHHBIM Komiuiekcam [Levy, Feldman,

2004; Wicker et al., 2011].
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Pucynok 1.3. Cxema kapuoTHIIa FeKCarIOnIHOM mineHuIb Triticum aestivum L., pa3aeneHHOro
Ha cemb romeonormyHbix rpymn [Levy, Feldman, 2004]. T'eomerpuyeckumu Qurypamu
0003HAYCHBI: TOMEOJIOTHYHBIE MOCTIeIOBATEIBHOCTH, XpOMOCOMa-Crieu(puIHbIe
nocinenoBarenbHocT  (CSSS), reHoMm-cnenmduynbie mocieaoBarenbHoctd  (GSSs), wu
JUCTIEPTrUPOBAaHHBIE TOBTOPHI (MOOMIIbHBIE 3JIEMEHTBHI).

Feldman u Levy pasmenunu mnocnenoBatenbHoctd JIHK B reHoMe miieHHMIbI
T.aestivum L. ma 4 rpymnmer (puc. 1.3): 1) HecnenmduuHble (IUCIEPTUPOBAHHBIC
HIOBTOPHI), 2) rpymmo-crenuduynbie (roMeonornyneie), 3) reHom-crnenuduunbie (GSSS),
u 4) xpomocomo-crernuduunbie nociemoBarenbHoctu (CSSs) [Feldman et al., 1997,
Feldman, Levy, 2012]. K HecnenuuIHBIM OTHOCSITCS TTOCIIEAOBATEIBHOCTH, KOTOPBIE
NPUCYTCTBYIOT Ha OOJBIIMHCTBE WJIM BCEX XPOMOCOMAax, IpPEICTaBICHHBIC TJIABHBIM

o0pa3oM MOOWIBHBIMH 3eMeHTamH. K rpynma-cnenu@uyuHbM MOCIeI0BaTENbHOCTIM
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OTHOCSITCSI, B OCHOBHOM, KOJIUPYIOIIHE MTOCJIEI0BATEIbHOCTH, KOTOPBIE MPUCYTCTBYIOT Ha
TOMEOJIOTHYHBIX XPOMOCOMAaxX. BOJBIIMHCTBO T'€HOM-CIENIU(PUIHBIX U XPOMOCOMO-
crnenuUYHBIX TMOCIEA0BATEIBHOCTEW - 3TO HEKOAMPYIOUIUE TOCIEA0BATEILHOCTH,
KOTOpBIE MOT'YT BCTpeuaThcsi Oojee yeM Ha OJAHOW Mape XpoMOCOM, HO TOJIBKO B OJTHOM
u3 reHoMoB (GSSs) uiu TpUCYTCTBYIOT TOJABKO B OJHOM TOMOJIOTUYHON Mape XpOMOCOM
(CSSs). ITokazano, uro GSSs u CSSS BcTpewaroTcs BO BCeX AMIUIONIHBIX BHaax Aegilops
u Triticum, HO MPHCYTCTBYIOT TOJBKO B OJHOM T€HOME WIH B | Tape XpoMocowm,
cootBerctBenHo [Feldman et al., 1997; Feldman, Levy, 2012]. ChenugpuaHoctb
pactpeaenennss GSSs u CSSS B TreHOMe TMIIEHWIBI BbI3BaHA HIMMUHALUEH
HEKOAMPYIOUINX BBICOKO- M HU3KOKOIUUHBIX MOCIIEI0OBATEIBHOCTEH BO BpEMS WU TIOCTIE
noymmmtonausanuu [Feldman et al., 1997; Ozkan et al., 2001, 2003; Han et al., 2003;
Salina et al., 2004; Eilam et al., 2008; Feldman, Levy, 2012]. Kak cneactBue Takoi
anmumuHanuu, CSSS oOHapyX HBalOTCI Ha KaXIOW TOMOJIOTMYHOM Mape, HO pas3HbIe
TOMEOJIOTHYHbBIE TMaphl UMEIOT CBOW yHUKanbHbIH HaOOop CSSS, 310 obecneunBaer
dbuznueckue paznuuus, JAeJarollie 3aTPYyAHUTEIbHBIM WX CIapHUBaHUE B MeHo3e, UTo
NPUBOAMT K IUTOJOrHYecKoi murutonanszanuu [Feldman et al., 1997; Feldman, Levy,
2012; Renny-Byfield, Wendel, 2014]. Pa3znuuus B GSSs Mexay Tpems cyOreHOMaMu
TeKCAIUIOMIHOW TIIEHUIIBI, OTpeJeNisieMble B JUTEpaType Kak T'€HOMHash aCUMMETpHS,
TakXke 00eCIeUYnBAIOT IUTOJOTHUSCKYIO JUIUIOWAM3AIMI0 reHoMa mmieHuibl [Feldman,
Levy, 2009; Feldman, Levy, 2012].

BaxxHO Takke OTMETHTh, 4YTO KPOME COKpAIICHHWS 4YHCJIa HEKOAUPYIOUIUX
MOCIIEZIOBATENILHOCTEH, IS COBPEMEHHBIX MPEJICTABUTEICH T'eKCATIOWTHOW MIICHUIIBI
MOKAa3aHa TaKXKe PEeOpraHU3aIMs XPOMOCOM, BKITIOUAIOIIAs XPOMOCOMHBIC MTEPECTPONKH,
TaKue Kak MHBEpPCHHU U TpaHciokauu [Badaeva et al., 2007], uto Mo>keT OBITh IPUYUHOM
COpPTOBBIX ((HDEHOTUMHMYECKHX) paznuunii. Tak, mpu IIUTOTeHETUIECKOM aHAJIN3e TCHOMOB
252 pa3audYHBIX JIMHAA TEKCAIUIOMJHOW MIICHUIb, B 69 JWHUSAX Oblia BBIABICHA
peopraHu3aius OJHON WM HECKOJIbKHX xpomocoM [Badaeva et al., 2007]. Hamuuue
JAHHBIX W3MCHCHHH B T€HOME MOXKET OBITh CBS3aHO C CCJICKIIMCH, HamlpaBJICHHOW Ha
NPHUCTIOCOONICHUE K PAa3INYHbIM (aKTOpaM, W SBISTHCA PE3yJIbTaTOM CIIOHTAHHBIX
MYTaIllMid, TOCKOJBKY TIPH TOJTYYCHUH CHUHTCTHYCCKOW TI'eKCAIlJIOMJIHON TIIICHHIIBI
XPOMOCOMHBIE TIEPECTPOUKH HE HaOII0JANINCh, MPEANOIOKUTEIPHO B PE3yNbTare

akTuBHOCTH JIokyca Phl [Zhang et al., 20136].
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Opnako, Kkak ObUIO T1OKa3aHO C T[OMOIIbIO  aHalu3a  MOJIUMOpPQPU3Ma
pectpukionnsix (parmentoB (RFLPs, restriction fragment length polymorphism),
MukpocaremuToB (SSRs, Simple sequence repeats), oMTHOHYKIICOTHAHBIX 3aMeH (SNPs) u
[IUTOTEHETUYECKOTO aHallM3a, PEOpraHu3alvs TI'eHOMa TeKCallJIOUIHON TIIeHUIB B
pa3HOW CTENEeHU 3aTparuBaeT TPU CyOreHoMa: HamOoliee peopraHu3oBaH B-cyOrenow,
3aTeM A-cyOreHom, a D-cyOreHoM MeHbIlle BCero mojasepresi peopranusamuu [Roder et
al., 1998; Badaeva et al., 2007; Akhunov et al., 2010; Allen et al., 2011]. CymecTtByet
TPU OCHOBHBIX THIIOTE3bI, OOBSICHSIONIUX CTPYKTYPHYIO aCUMMETPUIO TPEX CYOr€HOMOB
nimennnbsl [Murat et al., 2014]. CornacHo mepBo# THIIOTE3e, CTPYKTYpHAsT aCHMMETPHSI
Mexay cyorenomom B u cyorenomamu A u D Moria BO3HUKHYTH 10 TIOJUTIIIOUTU3AIINH.
[Ipenmonaraercsi, 4To MpeUMYIIECTBEHHasi peopraHu3anus B-cybrenoma MoxkeT ObITh
CBsI3aHA C €ro MONMH(PUICTHYSCKUM MTPOUCXOKICHHUEM OT HECKOJIbKHX BHI0B Aegilops mo
cpaBHeHuto ¢ goHopamu A u D renomos. Ilocie mnonummonau3anuu IMMyTH
peopraHm3ani  TpeX CyOTeHOMOB TIIOXOXH. BTopas Tumore3a OCHOBaHa Ha
MPEIOJIOKEHIN O PA3HOW CTEMEHU YYBCTBUTEILHOCTH T€HOMOB K peOpraHU3allid MpU
o0pa30oBaHWU TETpa- U TeKCAIUIOUTHBIX TieHuI]. CorinacHo JaHHOW rumortese, B-reHom
SBIISLIICSL 00JIee YyBCTBUTENBHBIM K PEOpPraHU3aIuu (IUIaCTUYHBIM, plastic), yem TeHoM A
(crabmnpHBIM, Stable) mnpu 00pa3oBaHWM TETPAIUIOWIHOW IIICHHIBI, a 3aTeM,
terpamioninbii TeHoM (AABB) okazancs 0Ooniee 4yBCTBUTENBHBIM, YeM TeHoM D
(ocHoBHOI, pivotal) mpu 00pa3oBaHMM TeKCAIUIOMAHOW TimeHUIbl. COrIacHO TpeThei
TUTIOTE3¢, AaCUMMETPUS  CyOr€HOMOB  TIICHHIIBI  OOBSCHSACTCA  YHHKAIBHBIM
TOMOIUIOMIHBIM TPOUCXOXKJAeHHeM D-reHoma - B pesynbrare ApEeBHETO COOBITHS
ruOpuau3anuu pactenuii ¢ A u B reromamu [Murat et al., 2014].

Kpome peopranuzanuu XxpoMocoMm, 1o pe3yibTaTaM CEKBEHUPOBAHUS TeHOMa, IS T .
aestivum moka3aHO 3HAYUTEIbHOE COKpAalICHHE (DYHKIIMOHAIBHBIX TEHOB M OOWIIHUC
TCHHBIX ()ParMEHTOB BO BCEX TPEX T€HOMAX, OJTHAKO JaHHBIC U3MCHCHHS HE 3aTparuBaiv
TeHbl TPAaHCKPUMIMOHHBIX (akTopoB [Brenchley et al., 2012]. Cokparmienue yucia reHoB
B OoJblliel cTerneHH 3aTpoHyio cyoreHoMbel A 1 B 1 B MeHblel ctenenu - cyoreHom D
[Brenchley et al., 2012; Berkman et al., 2013]. OnHako, HECMOTPsI Ha 3HAYUTEILHYIO
MOTEPI0O TEHOB BO MHOTUX (YHKIMOHAIBHBIX KjaccaX, HECKOJbKO KJIACCOB T'CHOB,
OTBEUAIOIINUX 3a 3allUTy, META0OJU3M M POCT, a TaKKe 3a NHUTATEIbHBIE CBOICTBA

(nutrition), yrcneHHO yBenMUYWIKCH B Triticeae, BO3SMOXKHO, B pe3ysibTaTe CEJICKTHBHOTO
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otbopa mpu nomectukanuu mmeHuIsl [Brenchley et al.,, 2012]. CoxpaHenune TeHOB
TPAHCKPUIIIIMOHHBIX (AKTOPOB BO BCEX TpPEX TEHOMax MOXKET o0OecrneunBaTh
IUTACTUYHOCTh TOJIUIJIONIHOTO T€HOMa IMIIEHUIBI M CIocoOCTBOBATh HEAAIUTHBHON
AKCIIPECCUH T€HOB, KOTOpas MOKa3aHa KakK JJisi pacTEHUN B MPHUPOAHBIX MOMYJISIUSX
nmennnsl [Bottley, Koebner, 2008; Ge et al., 2013; Leach et al., 2014; Pfeifer et al.,
2014], Tak u AJI9 CHHTETUYECKON reKcarionIHON mineHuIbI (16 % TeHOB 10 CpaBHEHHIO
¢ poaurtenbckumu Buaamu Ae. tauschii m T. turgidum) [Pumphrey et al., 2009].
[To pe3ynbTaTam aHanu3a TpaHCKpUMITOMA 3HJ0cHepMa 3epeH mnuieHuIsl Chinese Spring,
ObLIa MOKa3aHa MPEeUMYyIleCTBEHHas TKaHecnenuduunas (B HEKOTOPBIX TUIAX KJIETOK) U
craaus-crienuduunas (Ha OMPEEICHHBIX dTanax Pa3BUTHS) IKCIPECCHs TE€HOB OJHOTO
u3 reHomMoB (A, B uinu D) otHocuTensHO nBYX npyrux [Pfeifer et al., 2014]. [ns reHos,
OTPENIETAIONINX XJIeOOMeKapHble CBOMCTBA MYKH, TaKUX KakK reHbl rmoTeHuHOB (HMW-
Glu, LMW-Glu) u rmmagunos (Gli), rensl, oTBevaroiue 3a TBEpA0CTh 3epHa (Pin-A, pin-
B), u aktuBaTopsl 3anacanus Oenka (SPAs), moka3aHa NMpeUMYIIECTBEHHAS YKCIPECCHS
romeosioroB B u D renomoB [Pfeifer et al., 2014]. IlpenmyimecTBeHHAs SKCIPECCHS
romeojioroB B-reHoma moka3zaHa Takke MJIsI T€HOB SIPBIIIKOOOPA3YIOIIETro pailoHa,
pacrnonararommuxcs Ha xpomocomax 1B u 6B [Ge et al., 2013]. Kpome Toro, skcnpeccus
pubocomanbHbIx reHOB 1B Oonee akTuBHas, yem y 6B, HecMOTps Ha TO, UTO YKCIIO TaKUX
reHoB Ha 6B xpomocome 6ojiee yeMm B 2 pasa mpeBbIIIaeT UX KoiuuecTBo Ha 6B [Ge et
al., 2013].

[IpucyrcTBUE Tpex map TOMEOJOTHYHBIX KOMHM T€HOB B TE€HOME TMIICHUIIBI B
HEKOTOPBIX CIydasgX MOXET MPHUBOAUTh K WX (PYHKIIMOHATBLHOW W30BITOYHOCTH.
Hanpumep, ¢yHKIHMOHaAIbHAS H30BITOYHOCTH MOKazaHa aias reHa MIo, komupyroriero
OeNoK, y4acTBYIOIIMI B MOJABJICHUH 3alUTHI MPOTHB MYYHUCTON pockl [Wang et al.,
2014]. WnaktmBanmus IBYX TMap ToOMeoNorndyHbix komuii MIO He mnpuBomuT K
BOCCTAHOBJICHUIO YCTOWYMBOCTH K MYYHHCTOM pOCE, YCTOMYMBOCTH TOKa3aHa TOJBKO

JUIsl paCTeHUH ¢ MHAKTHUBAIMel Bcex Tpex romeosioros [Wang et al., 2014].

1.2.2. KonTpoab ciapuBaHusi XxpoMocoMm: Jokyc Phl

HHTOHOFH‘ICCK&H JAUILIIONA3alus y MSITKOM MIIICHUIIBI obecrneunBaeTcs

nokycoM Phl, kKoTopblif yqacTByeT B peryssiiiuy CIIapHBaHUS TOMOJIOTHYHBIX XPOMOCOM
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U KOHTPOJIMPYET AMIUIOMJHOE TMOBEIEHUE XpoMocoM B Menose [Sears, 1977; Moore,
Shaw, 2009]. B mnpucyrctBuun Phl mpoucxoauT CHHANCHUC TOJIBKO TOMOJOTHYHBIX
XpOMOCOM, a B cllydyae €ro OTCYTCTBHS, MOKET MIPOUCXOIUTh CUHAIICUC U PEKOMOUHAITUS
MEKy TOMEOJIOTHYHBIMU XpomocoMmamu [Luo, 1996]. Phl nokyc Obu1 J0KaaH30BaH Ha
JUTAHHOM TUTIEYe XPOMOCOMBI 5B TimeHwuIbl, B 001acTH epeKpbIThs AByX nenerwii phlb
u phlc [Sears, 1977; Giorgi, 1978]. HecMmoTps Ha CXOKHH IOpSIOK TIE€HOB Ha
TOMEOJIOTUIHBIX XPOMOCOMAX 5 TPpyIIIbI, akTUBHOCTH Phl siBisiercst yHuKambHOM st SB.
VYxke B paHHUX paboTax ObLIO OMpeAeNeH0, YTO Ha JJIMHHBIX IJIe4axX XpoMocoM SA u 5D
pacronararoTcst reHbl (JIOKYChI) ¢ TMPOTHBOMOIOXKHBIM JIOKycy Phl sddexrom [Sears,
1969, 1976; Feldman, 1966; Riley et al., 1966]. B otnuune ot 5B, xpomocomsr SA u 5D
HECYT aKTHBATOPBI CIIApUBAHUS XPOMOCOM, OoJiee CuibHBIA HA 5D u MuHOpHBIN Ha SA
[Feldman, 1966; Riley et al., 1966]. I'eHoM-kaHIWIATOM Ha BBIMOJIHCHUE POJIH
MIPOMOTOpa CHapuBaHUs CUMTArOT TeH [aASY1, kapTupoBaHHBIN Ha JUIMHHOM Tuieue SA
xpomocombl T. aestivum, u umeromnuii konuu Ha 5B u SD xpomocomax [Boden et al.,
2007, 2009]. Ilpeamnonaraercs, yro Phl mMoxer peryaupoBaTh YpOBEHb €0 SKCIPECCHU
[Boden et al., 2009]. Kpome TOro, cymecTByeT psiJ IOPYTUX JIOKYCOB (Ha APYTHX
xpomocomax: 3A, 3B, 3D, 2A, 4D), mo3uTHBHO WM HETaTUBHO BIIMSIOMIUX Ha
crlapuBaHHE XPOMOCOM, MEXaHU3M JICUCTBHS KOTOPBIX MOXKET OTJIMYATHCS OT MEXaHU3Ma
nevictBus Phl-nokyca [Sears, 1976].

C pa3BUTHEM HOBBIX METOJIOB, OBLJIO MIPOBEACHO OoJsiee TOYHOE KapTupoBanue Phl-
Jokyca Ha yuyacTke SBL mpotsbkennocteio 2.5 1.m.o. [Griffiths et al., 2006]. Jlanubrit
yuactok JIHK XxapakreprszoBancs HaIU4UEM MYJbTUTE€HHOIO KJIAcTepa, ¢ TOMOJIOTHEN K
renaM CDK2 kuna3 (cyclin-dependent kinase 2) dyenoBeka, peryaupyrnux 3KCIPECCHIO
MEHOTHYECKHUX T'€HOB, 00pa30BaHUE JIBYIIETIOYEUHBIX PA3PhIBOB U CTPYKTYPY XpOMaTHHA
[Griffits et al., 2006; Yousafzai et al., 2010]. Taxxe Obut0 ycTaHoBieHo, uto SBL cdk-
no00HbIe TE€Hbl HETaTMBHO PEryJIHPYIOT aKTHBHOCTh CAK-TOJOOHBIX T'EHOB,
HaXOJAIIUXCsl HAa XpoMmocoMmax SA u 5D, u B orcyrcTBum Jiokyca Phl, mx akTUBHOCTB
noBbimraercst [Al-Kaff et al.,, 2008]. Ipenmonaranock, uro 5B cdk-momgoOHbIe TeHBI
NIIEHUIIBI MOTYT BBIMONHATh (yHKIHIO JOKyca Phl (KoHTponmpoBaTh criapuBaHue
XpOMOCOM), TOCPEICTBOM peryisiuuu ¢gocopunupoBanuss rucroHa H1l xpomaruna
[Greer et al., 2012]. Hdpyro#i rpynmoii uccienosateneir B obmactu Phl-nokyca Obut

uneHtuumponatd red C-Phl, nHakTUBAIMS KOTOPOTO TaKKe MPUBOINIIA K CIIAPUBAHUIO



28

romeojoruuubix xpomocom [Sidhu et al.,, 2008; Bhullar et al., 2014]. IIpu yposue
skcripeccun rena C-Phl mmxke 44% kpome ommcaHHBIX paHee i myTaHtoB Phl
abepparnuii cnapuBanus xpomocom, Bhullar ¢ coaBropamu [2014] nabmoganu caumnanue
XpOMOCOM M HapyllleHHue BhIpaBHUBaHMs B MeTadase |. ABTopsl npeanonaoxuin, 9yro C-
Phl moxer QyHKIMOHUpPOBATH Yepe3 pPEryJSIHI0 B3aUMOACUCTBHS IICHTPOMEp C
MUKpPOTPYOOUKaMHU.

B panHux paborax CyIIeCTBOBAIM JBE OCHOBHBIE THIIOTE3bl OTHOCHTEIHHO
MexanusMa neiictBust Phl: mpecunantudeckas u cuHantuyeckas [Feldman, 1966; Vega,
Feldman, 1998a]. CoriacHo NmpecHHANTHYECKOH THIOTe3e, MexaHu3M neiictBus Phl-
JIOKyca OCHOBaH Ha KOHTpPOJIE NPEeIMEHOTHYECKOW accoluallid ¥ BbIpaBHUBAHUS
XpOMOCOM C TIOMOIIBIO ITPOCTPAHCTBEHHOI'O pa3jeieHus romeosoros [Feldman, 1966;
Vega, Feldman, 1998a]. Phl- KoHTpOJb TPOCTPAHCTBEHHOW OpTaHHW3alllid XPOMOCOM B
Aqpe, TPEINONOKUTENIFHO, CBSI3aH C BIUSHUEM JIaHHOTO JIOKyca Ha JUHAMUKY
MUKpPOTPYOOUYEK M WX B3aUMOJICHCTBHE C IIEHTPOMEPHBIMH pPalOHAMH XPOMOCOM
[Shimada et al., 1974; Vega, Feldman, 1998a,6]. CorilacHO CHHaNTHYECKOW THITOTE3E,
Phl He cBsi3an ¢ BBIpaBHUBAaHHEM XPOMOCOM, a BIUSCT HA CHHAIICUC U KPOCCHHTOBED B
MmeioTuaeckoi mpodase [Luo, 1996]. B npucyrctBun Phl mporcxoIuT CHHAIICUC TOIBKO
TOMOJIOTHYHBIX XPOMOCOM, a B CIIy4ae €ro OTCYTCTBHSI, MOXKET MPOUCXOIUTh CHHATICUC U
pEeKOMOMHAIMS MEXAY FOMEOJOTHYHBIMU XpoMocomamu [Luo, 1996]. Ognako no3anee
ObUIO TOKa3aHO, YTO CIAapUBaHME XPOMOCOM TECHO CBSI3aHO C pPEKOMOMHAaUueH y
pacrenuii [Li et al., 2004, 2007; Pawlowski et al., 2004; Ronceret et al., 2009]. Css3b
CIapuBaHUs U PEKOMOMHAIIMM XPOMOCOM, oOmocpenoBaHHas naedctBuem Phl nokyca,
Takke ObUta ycTaHoBieHa W juis menunbl [Greer et al., 2012; Martin et al., 2014].
Martin ¢ coaBropamu [2014] mokasamu, uro Phl He BiMseTr HM Ha yCTAaHOBJICHHUC
CUHANTOHEMHOI'O0 KOMIUIEKca, HU Ha oOpa3zoBaHue MLHI-caiiToB penapanuu, a TOJIbKO
Ha KOHEYHBIN pe3yJbTaT penapaTUBHOTO mpoiiecca (KpoccoBepbl/HeKpoccoBephl). Takum
obpazoM, Phl cmocoOCTByeT cHapuBaHHIO TOMOJIOTOB, HEXEIH IOJABJICHUIO
TOMEOJIOTHYHOTO CIapHUBAHUSA, KOTOPOE HAOIIOACTCS B TIAXUTEHE y THOPHIIOB Jake B

ero npucyrcteuu [Martin et al., 2014].
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1.3. YBeanueHHe reHeTHYeCKOro pa3H006pa3nﬂ MATKOH MIIeHUIIbI

[TockonbKy MIIIEHUIIA SIBISIETCS] CTPATETHUYECKOM C/X KYJIbTYpOH, BO MHOTHX CTpaHax
BeIyTcs palbOThl MO M3YYEHUIO TeHOMa MIICHUIBl U YBEIUYCHHIO €r0 T€HETUYECKOTO
pa3zHooOpasust. ['mbpunu3anusi KyJIbTypHBIX COPTOB MIICHUIBI ¢ TUKUMH COPOANYAMA U
OPYTUMH  pOJaMH 3JIaKOB TO3BOJISIET PACIHIUPUTH €€ TeHO(POH, KOTOpBIA ObLI
3HAUYUTENIBHO CY>KE€H B XOJI¢ JJIUTEIbHOIO0 MCKYCCTBEHHOTO OTOOpa, HalpaBJIEHHOTO Ha
aJanTalnrio K JOCTaTOYHO Y3KOMY HaOopy (akTOpOB OMpPENeTICHHOM 3KOJIOTHYECKOM
30HBI. VICTOYHMKOM TeHeTHUYeCKOro maTepuana Juis mireHuisl (T. aestivum L.) cioyxar
IUMKUE BUIBl M KYyJIbTYypHBIC COpTa pacTeHWd TpuObl Triticeae, KoTopble TPUHATO
pa3nensaTh Ha TEPBUYHBIA, BTOPUYHBIA W TPETHUYHBIA TeHO(OHIBI, B 3aBUCUMOCTHU OT
(UITOTEHETHYECKOTO POJICTBA U OCOOCHHOCTEH cKkpermuBaHus. K nepBuaHOMY reHoGoHTy
MSATKOM MIIEHHUIBI OTHOCAT Buasl 1. turgidum L. (2n= 4x = 28, AABB renom) u
Ae. tauschii Coss. (2n = 2x = 14; rerom DD), npu ruOpumusaniu KOTOPBIX |
oOpa3oBanach TekcaruiougHas mmeHuna. K BTopuyHOMY reHO(QOHIY OTHOCAT BUJBI,
AMEIoIMe XOTs Obl OJWH OOIIMH T€eHOM C IIIICHMIIEH, Takue Kak JIUINIOMIHBIC 1.
monococcum L. u T. urartu Tumanian ex Gaudily., Hecymue A-reHOM; TeTparuIOHIHAS
nirenuna T. timopheevii Zhuk. (2n = 4x = 28, AAGG); a Takke AUKUE POPMBI TIIICHUIIBI
T. dicoccoides, monop D renoma Ae. squarrosa (cun. Ae. tauschii) u Ae. speltoides
Tausch. (2n = 2x = 14, SS). TperuuHblii TEHO(OHJ BKIIOYACT IUIUIOUIHBIC H
MOJIMTIJIOU/THBIC BUJIBI, COJIEPIKAIIIE HETOMOJIOTHYHBIC MIIIEHUIIE TCHOMBI (POXKb, SUMEHb,
neipeit, apyrue Buabl orwmiorca) [Qi et al., 2007]. I'eHpl MEpBUYHOTO W BTOPUYHOTO
reHo(pOHJOB MOTYT OBITH TEpPEeJaHbl MyTeM MPSMON THOPHUIU3AIMH, TOMOJIOTHYHON
PEKOMOHMHAIIMM XPOMOCOM WJIM BO3BPATHBIM CKPEIIMBAHUEM C MOCIEAYIONUM OTOOPOM
[Sears, 1969; Qi et al., 2007]. YUyxepoaHblii TEHETHYCCKUN MaTepHall TPETHUHOTO
reHo()oHIa MOXET OBITh MHTPOTPECCUPOBAH B IMIICHUITY C ITOMOIIBIO 3aMEIICHHBIX WU
TpaHcIoMpoBaHHBIX JuHMIA [Sears, 1969; Friebe et al., 1996; Qi et al., 2007]. TlepBbim
ATANOM TMPH TEPEHOCE YYKEPOJHOH HWHGPOPMAIUU SBISCTCA IOJYYCHHE YaCTUYHO
bepTuIbHOTO THOPUIA MEXTY TIIICHUIICH U 4yKepOJHBIM BUAOM. [Ipu 3TOM momydeHue
OTJIAJICHHBIX THOPUJOB M TIEPEHOC TI'E€HOB W3 TPETUYHOrO TEeHO(MOHJA MOTYT OBITh
3aTPyIHEHBI, BCIEIACTBUE CHJIBHO BBIPAKCHHBIX MEXaHU3MOB HECOBMECTUMOCTH,

KOTOPBIE MOTYT NMPHUBOJIUTHh K HEKH3HECIIOCOOHOCTH M CTePHIIbHOCTH TruOpumoB [Islam,
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Shepherd, 1990; Pershina et al., 1988, 1998]. BoccranoBienue ¢GepTUIBHOCTH MOKET
NPOUCXOUTH B PE3YJbTaTe MOMHUILIOUIN3ANH TPU CIMSIHAA HEPEAYIIUPOBAHHBIX TaMET.
Opnnako, HECMOTPS Ha OUYEBHJIHBIC CIIOXKHOCTU, OTAAJ€HHAs THOpUIAN3AlUsS OCTaeTCs
BaXHEHIIIMM METOOM IMOJIYYeHHUS CEJIEKIIMOHHOTO MaTepHraia.

Tpancnoxkayuu. CIIOHTaHHOE TIONYYCHHE arpOHOMHYECKH LEHHBIX (opM TpU
ruOpuan3aluy  MIIEHUIB  MOKa3ano 3(PQGEeKTUBHOCTh BHEIPEHHS  UY>KEPOJIHOTO
FEHETHYECKOro Martepuania (paznuusble TpaHciokauun). K 1996 rogy nacuutsiBasiocs 57
TpaHCIOKaluui (MHAYIMPOBAHHBIX M TOJYYEHHBIX CIIOHTAHHO), HECYUIUX YCTONYMBOCTD
K BpEIUTENsIM U 3a00J€BaHUSAM, CpPEAM KOTOpPBIX ObUIO 2 uHTEpKauspHbie, 10
HEHTPUYECKUX H 45 TEepMHUHAIBHBIX TPAHCIOKAIMI C JAUCTANbHBIMH CErMEHTaMHU
gyxepoAaHsix xpomocoMm |[Friebe et al., 1996]. Omnako, He3aBHUCHMMO OT croco0a
NOJIyYEHUS, HE BCE M3 HUX CTAaOWJIBHO HACJIEJOBAINUCh, IOCKOJIBKY IUIOXO
KOMIIEHCHUPOBAJIM OTCYTCTBYIOIIME YYaCTKH XPOMOCOM IIIIEHHUIIBI.

BBenenune reHeTHUECKOTO Martepraia TPETUIHOTO TEeHO(POHIa MOXKET MPOUCXOIUTh
IpU CIIOHTAHHOW HETOMOJIOTMYHOW peKOMOWHAIIMKM XPOMOCOM Yy THOPUIOB, HO C OYEHBb
HU3KOW YacToToi (Bappupyetcs oT 1% mo 15%) [Islam, Shepherd, 1992; Lukaszewski et
al., 2004]. OgauM H3 W3BECTHBIX MPUMEPOB MEPEHOCAa TEHETHUYECKOW MHGPOpMAIUU C
MOMOIIIbIO CIIOHTAHHON PEKOMOHMHALIMU SIBIISICTCS] MIIEHUYHO-TIBIPEHHAs TpaHCIOKalUs
T3D/3Ae, KoTOpasi COJACPKUT I'eH YCTOMYMBOCTH K JTHCTOBOM prkaBumue Lr24 [Smith et
al., 1968]. YactoTy roMeoJOrHYHOW PEKOMOWHAIIMM MOXKHO YBEJIHYUTH C ITOMOIIBIO
WHaKTHBAIMK JIoKyca Phl TmimeHuIpl, 9TO MIMPOKO HCMONB3YeTCs Ul IepeHoca
TOMEOJIOTHYHBIX XPOMOCOM WM mosyueHus Tpanciokamuii [Okamoto, 1957; Riley,
Chapman, 1958; Sears, Okamoto, 1958; Sears, 1977]. UnakTuBanus Wix CYIpPECCHs
aokyca Phl mocruraercs snumuHaimeit xpomocomsl 5B [Sears, 1972], ucnonbs3oBaHuem
myTaHTHBIX 10 Phlb pacrenumit mmenunsr [Sears, 1981; Koebner, Shepherd, 1985],
BHeceHneM jgomuHanTHoro rena Ph' (high pairing gene) us Ae. speltoides [Chen et al.,
1994]. Ina nogasnenus Phl noctarouHo npucyTCTBHSI OAHOM J103bI Ph' s reHOME, HO €T0
3¢ PeKTUBHOCTL Tropa3ao HWXKe, yeM npu smumuHanuu 5B wiu mpu phlb [Chen et al.,
1994].

[MTomumo moxaBienust jokyca Phl, mis ycnemHoW mepeaadyd TOMEOJIOTHYHBIX
XpOMOCOM/T€HOB B TEHOM IMIIEHHUIBI HCHOJB3YIOT HOHM3HMPYIOIIEE H3IIyueHHE WIH

NpOBEJICHHE Yepe3 KICTOUHYI0 KynbTypy [Sears, 1956; Lapitan et al., 1984; Jiang et al.,
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1994; Qi et al., 2007]. Hammpumep, ¢ momoIip0 noHusupymoiei paauaiuu (MP) Sears
[1956] BHec B mIIEHWIy TeH YCTOWYMBOCTH K JIMCTOBOW prkaBumHe LI9 w3
Ae. Umbellulata Zhuk. JIns ¢parmeHTanuu 4y»KepOJHOTO T€HETHYCCKOTO MaTepuala
TaK)kKe MOTYT OBITh MCIOJb30BaHbI TAMETOIMIHBIC TeHBI M3 HEKOTOPBIX BHI0B Aegilops,
KOTOPBIE BBI3BIBAIOT XPOMOCOMHBIE Pa3pbIBBI M HHAYLUPYIOT XPOMOCOMHBIE abeppanuu
[Jiang et al., 1994; Masoudi-Nejiad et al., 2002]. OgHako mepeHOC T€HETHYECKOI
uHpopMalUM TpU  pPEKOMOMHAUMKU UM  MHAYKIMM  abeppauuil  OCJIOXKHSETCS
«HEXeJATeNIbHBIM  COMYTCTBYIOIIUM  TEHETHYECKHMM  MaTepHalioM»,  KOTOPBIN
MEPEHOCUTCS BMECTE C OJU3KOPACIOIOKEHHBIM IIEJIEBBIM TeHOM. llepeHeceHHBbIi
dbparMeHT HacienyeTcs Kak HeaeauMmasi TeHeTHYecKas €IWHUIA, Takas acCOIuaIus
Ha3pIBaeTcs  «comyrcTByrommii  rpy3»  (linkage drag) [Jiang et al., 1994].
WunynupoBaHHbIE TPAaHCIOKAWK, B OTIMYHE OT TPAHCIOKAIMH, TOTYYSHHBIX
peKOMOMHAIIMEH, TPOUCXOJAT HA HE TOMEOJOTUYHBIE XPOMOCOMBI, a TaKXke, B
OOJIBIITMHCTBE CITy4aeB, COMPOBOXKIAIOTCS IEICHUIMU HEOOIBIIOTO y4acTKa XPOMOCOMEI
MIICHUIIBl U AYTUTMKAIMEH CerMeHTa B TPAHCIOLUPOBAHHOM (pparMeHTe, YTO MPUBOIUT K
F€HOMHOM HecOaJlaHCUPOBAHHOCTH 3TUX TpaHciokaiuil. [lonydeHHble TMHUM C HYKHOH
TpaHCIOKaled MOTYT HECTH U Jpyrue adbeppamuu, TpeOyronme HECKOJIBKIUX 00paTHBIX
ckpermMBaHuil s komneHcaruu [Jiang et al., 1994]. Kpome Toro, mpu mnepeHoce
TeHETUYECKOTO MaTepuajia C TMOMOMIIbI0 PEKOMOWHAIIMK BO3HUKAIOT U JIPYTHE
orpaHuueHus. Hampumep, I TpaHCIOKAIMKM YY>KEPOJHOTO MaTepuaia HE MOAXOIST
mwieun xpomocoM 2AS, 4BS u 6BS, mecymme rensl, orBedaronue 3a (HepTUIBHOCTh
pacrenuii, Tak e, kak U 3DS m 5BL ¢ Ph-mokycamMmu He MOryT OBITH 3aMCHEHBI
Yy)XEpOIHBIMHA (PparMeHTamMH, IMOCKOJIBKY 3TO MOXET TMPUBECTH K HECTaOMIbHOCTU
TeHOMa W cTepuibHOCTH pactenuii [Jiang et al., 1994]. Xpomocomer 4A, 5A, u 7B,
KOTOPBIE BOBJICUEHBI B IIMKINYECKHE TPAHCIOKALMHU, TAKKE HE MOTYT OBITH 3aMEHEHBI
[Naranjo et al., 1987; Liu et al., 1992].

Haubonee ycnemHoi u HIMPOKO-UCHONB3YeMONH MOAM(HUKAIMEH TeHOMAa MIIEHUIIBI
MOXHO CYHMTaTh MIICHUYHO-p)KaHylo TpaHciokanuioo T1BL/1RS (3amena KOpOTKOTO
wieda 1BS Ha koporkoe mmieuo 1RS). [Insg pacTeHmid, HECYIIMX TPAHCIOKAIUIO
TI1BL/1RS 6buta mokazaHa yCTOMYMBOCTh K MYYHUCTOUM poce, )KEJITOU pyKaBUMHE, Oypoit
pkaBunHe U cTeOneBoil pxxasunne [Zeller, 1973]. KopoTkoe miedo paHoil XpOMOCOMBI

1R conepXuT TeHbl YCTOWYMBOCTH K HECKOJBKMM 3aboneBanusiM: TeHsl Pm8 u Pml7
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YCTOMYMBOCTH K MyYHHCTOU poce, TeH YI9 yCTOMUMBOCTH K JKENTOH prkaBuuHe, Sr3l — k
cTeOseBoi pxkaBumbe, u Lr26 — k nucroBoi pxkaBumne [Mclntosh, 1988; Heun et al.,
1990]; BMecTe ¢ reHamu, OOECIEUMBAIOIIMMHU aJalTallUI0 W BBICOKYIO YpPOXKaHHOCTH
[Rajaram et al., 1983]. OgHako mo3aHee, B HEKOTOPBIX paliOHAX BO3JIEIBIBAHUS OBLIO
MOKA3aHO MPEOJIOJICHUE YCTOMYMBOCTH, oOecTieunBaeMoi 3tumMu renamu | Bennett, 1984,
Zeller, Hsam, 1984]. Kpome Toro, B HEKOTOPBIX CIIydasx IS paCTeHUi ¢ TpaHCIOKaIuen
TIBL/1RS 6pu10 moka3zaHo yxXyJlIeHHE KauecTBa MYKH (TBEpJIOCTh 3€pHA M KAaYECTBO
TecTta ObuTH HIKE) U cHIbKeHue Beca 1000 3epeH, XOTs Takue XapaKTEPUCTUKH KaK YUCIIO
3epeH B KOJIOCE, U YMCIIO KOJIOCKOB Ha KoJIoC ObLIM 4rciaeHHO Bhinie [Zhao et al., 2012].
Opnnako, AJis pAacTeHUU TIIEHUIBI, TOJYYCHHBIX HA OCHOBE JIMHHUM, HECYIIUX C
T1BL/1RS, wmoxer nHaOmogaThCs € YIYYIIEHHE XJIEOOMEKapHBIX CBOWCTB 3€pHA.
Hampumep, mist co3ganubix B 3anagHoit CuOUpU COPTOB SIPOBOM MSTKOM MIIEHUIIBI
Owmckast 37 u Omckas 38, Hecymux Tpanciokarnuio 1RS.1BL, mokaszansl yBennueHue
(W1 HE CHUXKEHHUE) CoAep)KaHHus Oellka U ChIpOM KJIECHKOBHHBI B 3€pHE, TMOBBIIICHHE
MOJICBOM YCTOMYMBOCTH K Oypol pikaBUMHE, HO YCTOMYMBOCTh K MYYHHCTOHW poce Oblia
pasnuunoit [ TpybaueeBa u jap., 2011]. Kpome toro, mns nmuaun Jlrorecuenc 242/97-2-10
MATKOW MIIEHULIbI, MOJy4eHHOM Ha ocHOBe copra Omckass 37, Hecylled MIIEHUYHO-
pxanyto 1RS.1BL u mnmenuuno-nisipeiinyto 7DL-7Ai  TpaHclIoOKanuu, TOKa3aHa
YCTOMYMBOCTh K JIMCTOBBIM IMAaTOT€HAM, TMOBBIIMICHHAS! yPOKAWHOCTh, a TaKkKe BBICOKOE
KaueCcTBO 3epHA M BBICOKHE XJIeOoTeKapHbIe cBolicTBa [beman u np., 2012].

Eme oguum mnpumepom 3PGEKTUBHOCTH YYXKEPOJHOTO XpOMaTHHA SBISETCA
TpaHCIOKalWs JUTMHHOTO IJieda XxpoMocoMbl piku 2R (2BS/2RL), koTopast HeceT TreH uinu
KOMILJIEKC TeHOB ycTtoiunBoct K ['ecceHckoit myxe [Friebe, 1990]. YcroituuBocTth
MUIEHUIBI K HEJOCTaTKy MEAM B IIOYBE, IOKAa3aHHAs MJi1 PACTEHUW MIIEHULBI C
tpanciokanuedn 4BS.4BL/SRL, o6ecneunBactcs rtenom Ce (copper efficiency),
pacroioKeHHbIM Ha JUTMHHOM Iuteue xpomocombl SRL [Leach, Dundas, 2006]. Cpeau
JIAHHBIX O TMEPEeHOCe T'e€HETHYECKOro Marepuaia M3 APYruX POJCTBEHHBIX pacTeHUU
OJIHOW M3 CaMbIX YCICIIHBIX sABJsieTCs TpaHciaokanus TOAS/6AL-6Ael nnuHHOTO TUTEUa
xpomocombl 6Ae Agropyron elongatum wa pmuaHOE meuo 6A mmenunsl [Knott, 1987].
TpaHCcIOUUPOBAHHBIA Y4aCTOK XpOMOCOMBI 6AE HeceT reH YCTOWYMBOCTU K CcTeOJeBOM

pxaBunHe Sr26 [Knott, 1987].
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3amewenua. VI3yyeHne 3aMelleHHBIX JIMHUMA MIICHUIBl HAYaJOCh €Ile B CepeirHe
nponuioro Beka ¢ OTkpbiTHsS  Sears [1953] um Kuspira, Unrau [1957] mnepBbix
MEKCOPTOBBIX 3aMeleHnid U oTKpbITHs Kattermann [1938] nuHuu ¢ 3amenieHnemM oHON
U3 XPOMOCOM IIIEHUIBI XPOMOCOMOM pKHU. B HEKOTOpBIX chydasx 3aMenieHUs
XPOMOCOM TIIEHUIIBl YYKEPOJHBIMU XPOMOCOMaMH MOXET MPOUCXOAUTH CIIOHTAHHO
MpU THOPUAM3AINK TIIEHUIIBI C IPYyrUMH 3J1akoBbIMHU [Sears, 1969]. Oaun u3 nepBbIxX
MPEAJIOKEHHBIX METOJIOB TMOJYYCHHUS 3aMEHICHHBIX JIMHUM COCTOSJI U3 JBYX 3TaloB:
MOJYyYEHUs! JOTIOJIHEHHOW JIMHUU MIIEHUIBI (2N = 42+2) U CKpelMBaHUsl JaHHOW JTMHUU
C MOHOCOMHOM JiMHUEH TmeHuIs! (2n = 41) [Sears, 1969]. JIpyroii crioco0 3akitodaics B
HCIOJIb30BAHUH HYJUIMCOMHUKOB IO OJIHOM M3 XPOMOCOM IIIEHUIIbI, P THOPUAN3AIUU
KOTOPBIX C JIPYTUMHU POJICTBEHHBIMHU BUJIAMHU, TOMEOJIOTHYHAS YYKEPOAHAsT XpOMOcoMa
MorJla KOMIIEHCHPOBaTh HEJOCTAMIIYI0 MIICHUYHYI0 Xxpomocomy [Anderson, Driscoll,
1967]. IlmeHu4YHO-sITYMEHHBIC 3aMEIICHHBIC JTUHHHM W JIMHUU C MIICHHYHO-STYMCHHBIMH
TPAHCJIOKAIUAMH OBUIM TIOJYYEHBI TPH CKPEIIMBAHUUA MSATKOW TIICHUIBI U BUIOB
sumenst H. vulgare L., H. vulgare ssp. spontaneum (C. Koch) Thell. ¢ nociaeayromumu
OekkpoccupoBaHUsAMU (2-3 pas3a) U OTOOPOM HYKHBIX PAaCTEHUN Cpeau NOTOMKOB OT
caMoOTbUICHUsT OeKKpoccupoBaHHBIX pacteHuid [Islam, Shepherd, 1990, Koba et al.,
1997].

JUig monydeHus NIIEHUYHO-pxkaHbIX 3amemienuil [llanoBoit m Kpasnosoi Obuia
npeaiokeHa creayoomas cxema (puc. 1.4): Ha mepBoM 3Tame HEOOXOAMMO OBLIO
MOJIYYUTh THOPUJI TIEPBOTO MOKOJEHHUS, 3aTEM MOJIYYEHHBIN THOpUI OEKKPOCCHpPOBAIU
NIICHUIICH C TMOcieaymuM oToéopoM ¢ momoiblo C-oKpamuBaHus HEOOXOIMMBIX
TEHOTUIIOB CpeId TIOTOMKOB OT CaMOONBUICHHS OEKKPOCCUPOBAHHBIX pacTECHUU
[[[{aoBa, KpasioBa, 1990]. C momomplo JaHHOW CXeMbl OBLIM MOJTYYEHBI JUHHH C
3aMelIeHUEM MIIEHUYHBIX XpoMocoM - xpomocoMamu pxku IR, 2R, 5R, 6R [Il]amnosa,
KpasmoBa, 1990]. V mnmenuuHo-pxansix TtuOpugoB F; HaOmromaetcs obOpa3oBaHue
AaHEYIUIOWJIHBIX TaMeT, YTO TMPH TMOCIEeAYIomEeM OEeKKPOCCUPOBAHUM  MIICHUIICH,
MPUBOAUT K POPMUPOBAHUIO TIIIIEHUYHO-PIKAHBIX 3aMEIICHHBIX (DOPM, Y KOTOPBIX OJHA U
pexe JBE TOMOJOTMYHBIE MMapbl XPOMOCOM THIIEHUIbl 3aMEIIEHbl TOMEOJOTUYHBIMU
xpoMocoMaMu pxku. Ilpum »>TOM st cTaOMIM3alMK TE€HOMOB TaKUX THOPUIOB

HeoOxouMo 5—7 mokonenunii [CunikoBa u ap., 2008].
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T. aestivumL. X S. cereale L.
Capartoeckana 29 OHoxolckasn, BaTka, BeeTHamckasn
AABBDD RR
2n=42 2n=14
BekkpoccupoBaHue
Fq X T. aestivum L.
ABDR Capartoeckas 29
2n=28 AABBDD
2n =42
camoonbineHue

l

BblgeneHue nuHwid C-okpawwueaHwem B BC1F4 — BC1F 42

Pucynox 1.4. Cxema co3gaHus MIIEHUYHO-P)KAHBIX 3aMelleHHbIX JuHMK [u3: Illamosa,
Kpaguosa, 1990].

Bricokas nuTonornueckas cTabUiIbHOCTh ObUTA MOKa3aHa AJIs MIIEHUYHO-PIKAHBIX
samenieHnbix JmHui 1RV(1A), 1R(1A), 1R(1D), 2R(2D),, 2R(2D),, 2R(2D);, 3R(3B),
5Rviet(5A), 5R(5A), 5R(5D), 6R(6A); u 6R(6A),, co3aaHHbIX Ha ocHOBe T. aestivum L.
copta CapatoBckas 29 (C29) [CunkoBa u gap., 2006, 2007]. Jlna rekcaruiougHON
niieHuIbl ¢ 3amemenueM 2R/2D; u 2R/2D; noka3zana 0osee BbICOKas MPOJAYKTHBHOCTD
(yBemmuenue maccel 1000 3epen) mo cpaBHenuto ¢ coptom C29, kpome Toro, 2R(2D),;
ymepenHo ycrtordumBa kK NaCl [CuiaxoBa u gap., 2008]. Eme oaHuM mnpuMepom
MoOIU(HUKAIIMU TEHOMA TIIIEHUIIBI SBISETCS 3aMelleHne XpOMOCOMBI SA xpomocomoit SR
y mmeHunsl copTroB Rang m MupoHoBckas kpymHozepHas [Efremova et al., 2006].
3ameHa qomMuHaHTHOrO reHa Vrn-Al peueccuBHbiM amenem VIN-R1 pxxu y pactenuii ¢
samerieaneM SR/5A mpuBoania K TEPEKIIOYCHHIO HA O3WMBIA THI Pa3BUTHI W
YBEIMYCHUIO 3UMOCTOMKOCTH mimeHuIpl Ha 20-47% (Rang) u 27-34% (MwupoHoBcKast
kpynHo3epHas) [Efremova et al., 2006]. Kpome Toro, mpu 3amenieHuu XpoMocoMbl 6D
MSITKOU TIICHUIIBI TOMEOJIOTHYHON Xpomocomoit 6AI meipest Thinopyrum intermedium
(Host) (2n = 42; EEEStEStStSt) HaOm01a)10Ch BBICOKAsI YCTOMYHMBOCTD PACTCHUN K OypOii
pKaBYMHE M MYYHHCTOM pOCEe W YMEPCHHAs YCTOWYMBOCTh K CTBOJIOBOW M JKEITOU
pxaBumne [Salina et al., 2015].

Kpome BBeicHUS HOBBIX T€HOB, 3aMEIICHHBIC IMHUU MOTYT OBITh MCITOJIB30BAHBI JIS
YCTAHOBJICHUSI TEHETUYECKOW CBS3U OTACIBHBIX XPOMOCOM C IICHHBIMHU TpHU3HAKAMU
[Law, Worland, 1973]. Tak, 3amenieHHbIC U JOMOTHEHHBIC MIIEHUYHO-TYMEHHBIC JIMHUH
H. chilense Roem. et Schult. 6puH KCTONB30BaHbI IS ONPEACACHHS JOKATU3AIMK ['CHA

ycroitunBocTH k Septoria tritici [Rubiales et al., 2000].
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1.3. MeiioTH4eckasi peCTUTYLHS Y PacTeHU

1.3.1. OcHoBHBIEe MeXaHN3MbI 00pa30BaHNs HepelYHHPOBAHHBIX raMeT

deHoMeH MEMOTHUYECKOU sA/IepHON PECTUTYIIMU ObLT OXapakTepus3oBaH eiie B 1927
roay y pacrenuii Euhieracium [Rosenberg, 1927], a Taxke y MexXpoaoBeIX rHOpumI0oB Fq
Raphanus sativus L. (2n = 2x =18) x Brassica oleracea L. (2n = 2x = 18) [KapmeueHko,
1927]. Cornacuo Kapneuenko [1927], 18 yHHBaJCHTHBIX XpPOMOCOM PACIOJarajuch I0
Kpyry B IeHTpe KieTku B aHadaze |, oOpasys «omHOsiiepHBIC Tenodasbl MEpBOTO
NEJICHNUs», @ BO BTOPOM JICJIEHUU Mei03a MPOUCXOAMIIO pa3JesieHHe YHUBAJICHTOB Ha
CEeCTPUHCKHE XpOMaTUIbl C OO0pa3oBaHHEM [BYX HEPEAYyLMPOBAHHBIX smep. Y
napreHoreHetnyeckux ¢opm Euhieracium Rosenberg [1927] naGmroman oOpa3oBaHue
PECTUTYIIMOHHBIX siIep NIPH OJOKHUPOBAHUHU T€TEPOTUITUYHOTO (PEAYKIITMOHHOTO) IECTICHUS
C TOCJICOYIOIMMM  TOMOTHIMYHBIM  pa3leJICHUEM  YHHBAJICHTHBIX  XPOMOCOM
(?KBaIlMOHHBIA TUI ACICHUS ).

B 1970-x rogax mpu uccienoBanuu o0pa3oBaHus 2N TaMeT B MAaTEPUHCKUX KIIETKaxX
MBUTBIBI MEKBHJIOBBIX THOPUAOB KapTodens ObUIO OMHMCAHO TPU JPYTHMX MEXaHH3Ma
PECTUTYIIMU: HepenyKius 1) mpu o0pa3oBaHMM TapalljIeNIbHBIX BEPETEH BO BTOPOM
nenenun meiioza (Parallel Spindles); 2) npexneBpemennoro mutokuueza B Tl, mocne
aHomanpHOTO TepBoro aeneHus (Premature Cytokinesis 1), m 3) mpexaeBpeMEHHOTO
mutokune3a B IIll, mocme HopMmanbHOro mepsoro nenenus (Premature Cytokinesis 2)
[Mok, Peloquin, 1975]. Tlo3muee, ansi ONHCAHUSA IIMTOJOTHYCCKHX MEXaHH3MOB
oOpa3oBaHUsl HEPEAYIIMPOBAHHBIX TaMeT y KapTodenas ObLIM BBEJCHBI JIBA TEPMHUHA:
pecturyius nepsoro (FDR, first division restitution) u Broporo (SDR, second division
restitution) nenenust [Ramanna, 1979]. Kak ciaenyeTr u3 Ha3BaHUS, pECTUTYIHS TIEPBOTO
JICJICHUS SBJISUIACHh PE3yJIbTaTOM aHOMAJBHOTO SIICPHOTO MOBEJCHHUS BO BPEMs IEPBOTO
NIEJICHUST Mei03a, a PEeCTUTYIHS BTOPOTO — PE3yJbTaTOM aHOMAJUH, MPOUCXOISIINX
nocJyie HopMajbHOTro nepBoro Aenenusd. Cuurtanock, yro npu FDR o6pa3ytorcst rameTsl,
KOTOpBIE HECYT HECECTPUHCKHE XPOMATHUIIBI M COXPAHSIOT OJMU3KHI «POTUTEITHCKOMY»
ypoBeHb retepo3urotHoctd (FDR-ramersr), a mpu SDR - rametsl, xapakTepusyromuecs
BBICOKMM YPOBHEM T'OMO3UTOTHOCTH, KOTOpPhIE HECYT CECTPUHCKHE XPOMATHJIbI

(SDR-ramertsi). JlaHHass TEPMHUHOJIOTHSI BIIOCJICACTBHU CTaJla IMIMPOKO HCIOJIH30BATHCS
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JUISL OMUCAHUSl PECTUTYIMM M Y JAPYTUX OOBEKTOB, TaKUX KakK JWJIUU, apaOuoICHuc,
nmenuna [Bretagnolle, Thompson, 1995; Ramanna, Jacobsen, 2003; Oleszczuk,
Lukaszewski, 2014]. OmHako CTOMT OTMETHTh, YTO NPH HCIOIB30BAaHUU JTaHHOTO
TEPMHHA aBTOPBI, 32a4aCTyI0, OMUPAIOTCS HA TEHETUYECKUI COCTaB 00pa3yIOIINUXCs TaMeT,
a HE Ha TPOIECC, MPHUBOMANMN K OOpPa30oBaHUIO HEPEIYyIHPOBAHHBIX TaMeT, W,
COOTBETCTBEHHO, CYIIECTBYET HECKOIbKO MeXaHH3MOB oOpa3zoBanus FDR-rametr u SDR-
ramer.

FDR. B mepBeix pabotax u Ooiee MO3IHUX O030pHBIX 0000mIeHHsX Ramanna wu
HEKOTOpBIE JIPYrUe€ aBTOpBI ONMpENEsAioT «kiaaccuueckyro» FDR, xak muro3-nomobHOE
JIeJIeHne, B KOTOPOM OTCYTCTBYET CIIApMBAHHME XPOMOCOM, a BBICTpauMBaIOIIHECS B
MeTtadaze YHUBAJECHTHI pa3NENSAIOTCAd € OOpa3oBaHMEM JABYX HWICHTHYHBIX siiep C
MOCJICIYIOIIMM OJIOKHpOBaHWEM BTOporo aenenus (puc. 1.5 6) [Ramanna, 1979;
Ramanna, Jacobsen, 2003; Cai, Xu, 2007]. B kauecTBe nNpuMepoB JTaHHON PECTUTYIIUU
aBTOPBI MPHUBOJAT PECTUTYIHIO y CHHANTHYECKUX MYTAaHTOB M THOPHIHBIX PacTEHUH,
TaKUX Kak BHYTpuBUIOBBbIe THOpuabl awiuu [Lim et al, 2001; Ramanna, Jacobsen,
2003]. OcHOBHOW XapaKTEPUCTUKOM JTAHHOTO JCJICHHUS SBISAECTCS HECIOCOOHOCTh
XpOMOCOM 00pa3oBBIBaTh OMBAJICHTHI.

Taxxe k FDR otHOCST ciydan oOpa3oBaHusl HEUJIEHTUYHBIX 2N raMeT, MOJTYYeHHbIX
B Pe3yJIbTaTe YKBAIIMOHHOTO JICJICHUS XPOMOCOM TI0CIIE HETOMOJIOTHYHON pEKOMOWHAITUN
y MeXpoaoBbix ruOpumoB mwmi (puc. 1.5 B) [Lim et al., 2001, Ramanna, Jacobsen,
2003]. B nanHOM ciydae aBTOpPHI OMUCHIBAIOT MexaHU3M oOpaszoBanusi FDR-ramer, kak
pas3JeNieHne CeCTPUHCKUX XPOMAaTH/I YHUBAJIEHTHBIX U TMOJY-OMBAJICHTHBIX XPOMOCOM B
NEPBOM JICJICHMH Melo3a ¢ oOpa3oBaHUEM AHWaJl W TOCIEAYIOMUM OJIOKHPOBAaHHEM
BTOporo nenenus. llog mony-OuBaieHTaMd aBTOPHl TMOHUMAKOT TOMEOJOTUYHBIC
XpOMOCOMBI, KOTOpble B Haudaje Meio3a o0pa3yioT OuBaneHThl, HO K Mertadaze |
pa3IeNAIOTCSA U BBICTPAMBAIOTCSA B DKBAIIMOHHOW MIIOCKOCTH (AecuHaricuc). B anadasze |
JAaHHBIE XPOMOCOMBI, KaK U YHUBAJICHTHBIC, Pa3/ICNsAIOTCS HA CECTPUHCKHE XPOMATHU/IBI,
oTXoAsIIMe K pa3HbiM moftocam [Lim et al., 2001]. Pe3syapTaTomM Takoro aeieHHs
SIBIITFOTCST 2N TaMeThI, HECYIINE HECECTPUHCKHE B 00JIACTH TICHTPOMEPHI XPOMATHIBI (OT
IIEHTPOMEPHI JO TMEpBOH XWa3Mmbl). Takwe TaMeThl HE SBISIFOTCS IOJHOCTHIO

UJCHTUYHBIMHU POJUTEIBCKUM WJIHU IPYT APYTY, HO cuuTaroTcs rameraMu FDR Tuna.
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a. Kaprorun (2n=2x=4)
0. FDR (pecTHTYIHSA B HEPBOM JeIeHHH)
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Pucynok 1.5. Cxemarnueckoe n3oOpakeHUe MONydeHHs HepeaylnupoBaHHbIX FDR-ramer [mo
Ramanna, Jacobsen, 2003].

Kpome Toro, k pecturynuu mMEpBOro JEJICHUS OTHOCAT CJy4au TMOSIBJICHUS
HEpEeAYIIMPOBAHHBIX TaMET BO BTOPOM [IEJIEHWU Meio3a y pacTeHuid kaptodens u
apabuorncuca ¢ CUMYJIbTaHHBIM (OJHOBpEMEHHBIM) IMTOKMHE30M (puc. 1.5 1) [MoOK,
Peloquin, 1975; Ramanna, 1979; Bretagnolle, Thompson, 1995; Peloquin et al., 1999;
Ramanna, Jacobsen, 2003; d’Erfurth et al., 2008; De Storme, Geelen, 2011].
CuMynbTaHHBIH MEMOTHYECKUN HUTOKWHE3 MPOUCXOMUT Ha cramuu tenodaszer II. MT
BEpeTeHa JCJIICHHS TepecTpauBaloTcss ¢ 00Opa3oBaHUEM paJUATIbHOW  CHUCTEMBI
MUKpoTpybodek (RMS) BOKpyr KaK7oro siipa, ¥ BJIOJb IUIOCKOCTEH B3aWMOJCHCTBUS
MHUKpPOTPYOOYEK OT MPOTHUBOMOJIOKHBIX RMSs dhopmupyroTcs (IIEHTPOCTPEMUTEITBHO OT
nepudeprr MEHOIMTA) HOBBIC KIETOYHbIE CTeHKU [Brown, Lemmon, 2001]. B mepBom
neineHun mpu ganHoM Tune FDR  mpoucxoaut oOpa3oBaHue OWBAaJIGHTOB M HX

PCAYKOUOHHOC PACXOKIACHUC, KAK IIPH HOPMAJIBHOM menose. [locne ICPBOIro ACJICHUA Y
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JMAHHBIX pacTeHHi HaOmrogaeTcs oOpa3oBaHUE MapaliebHBIX W/UIU CIUTHIX BEPETEH
nenenuss B metadaze Il. B anadaze |l xpoMocombl pazgenstorcss Ha CECTPUHCKHE
XpoMaTHIbl ¢ 00pa3oBaHueM ABYX 2N saep B tenodase |l. 13-3a mapamiensHbIX BepeTeH
OJIHOBPEMEHHOE TMOCTPOCHHE JIBYX IEpPEropoloOK HEBO3MOXXHO, BCJIEICTBHE YETO
dbopmupyeTcs TOIBKO OfHA ¢ oOpa3oBaHUEM auaj BMecTo Terpan. O6pasoBannbie FDR
raMeTbl HECyT HECECTPUHCKHE XpOoMaTuibpl. B naHHOM ciydyae TrameTbl CHOCOOHBI
nepenarb cienymomeMy mokoineHuto  80%  «pPOOUTENBCKOM»  TeTepPO3UTOTHOCTU
[Bretagnolle, Thompson, 1995; Peloquin et al., 1999].

Ilpumepovr pecmumyyuu nepgoco oenenus (FDR) u mymayuu, npueodswue «
oopaszosanuro FDR — camem.

K »skBanimoHHOMY MepBOMY JENEHUI0 MOTYT NPUBOJUTH TaKUE HAPYIICHUS, Kak
ACUHAIICUC WJIH OTCYTCTBHE KOTE3MH CECTPUHCKHUX XpomocoM. Hampumep, 1 2 JUKAX
obOpasnoB Paspalum jesuiticum, coOpaHHBIX B pa3JIMYHBIX peruoHax bpazunmm,
IIUTOJIOTMYECKOE  HWCCIICJIOBAHWE  TOKa3aJl0  TMOJHBIA  aCHHAICUC  BO  BpeMs
MHUKPOCIIOPOTEHE3a, YTO NMPUBOIWIO K 00pa3oBaHHI0 HepenylupoBaHHbIX ramert [Filho et
al., 2014]. Ob6a pactenus ObLTH TekcamIoWAHBIMH (2N = 6X = 60) U B JAMAKHUHE3E
HaOmonanock 60 ynuBaneHToB. llocne BbhIpaBHMBAaHHS YHHUBAJICHTOB Ha JKBAaTOpE B
metadasze |, xpoMaTuapl pacxoAwIvMCh K ToNtocaMm (dKBamMoHHOe nenenHue). Ilocme
HUTOKMHE3a (QopMupoBallach JauMaga ¢ 2N  MHUKpocropamu. Bropoe nenenue
otrcyrcTBOBaso. Kpome Toro, B mpomeradase Toabko 40 yHUBAJICHTOB pacroiarajiiuch Ha
sKBartope, B To Bpems kak 20 (10+10) ynuBaneHTOB ObUIHM pa30pocaHbl MEKIY MOIIOCAMU
WK 00pa30BBIBAIA TPYIIHI, IEPEMEINAACh HA IKBATOP MO3KE. ABTOPHI OTMETUIIN, YTO
TaKoe IMOBEJCHUE XPOMOCOM MOYXET OBITh Pe3yJbTaTOM Pa3HOPOJHOCTH MEHOTHUYECKHX
PUTMOB POJIUTEIIBLCKMX T€HOMOB IPH eCcTeCTBeHHO# rudpuau3anuu [Filho et al., 2014].

B Ttabnmuue 1.1 npencraBieHbl OCHOBHBIE HW3BECTHBIE MYTalldU, NPUBOASIIME K
dbopmupoBanuio HepeaylupoBaHHbiX FDR-ramer. K sKkBallmoHHOMY JCJICHHUIO XPOMOCOM
B niepBoM JesieHnn Meio3a y A. thaliana moxer npuBectn otcyrcrBue 6enkoB SWII /
DYAD [Mercier et al., 2001; Agashe et al.,, 2002; Ravi et al., 2008]. ¥ myrtanToB
CECTPUHCKHE XPOMATHIBI DPA3ACIAIOTCS B TEPBOM JCICHUHM MEW03a M TPOUCXOIUT
OJIOKMpOBaHKME BTOPOTO JICTICHUS, IPH 3TOM ajuieib dyad sBisieTcs 0THON M3 HECKOJIbKUX
myrammuii B reae SWITCH1 (SWI1)/DYAD, kotopble mpuBOIAT K JedeKTaMm TOJIBKO B
makpocrnoporenese [Swil-1 u dyad; Motamayor et al., 2000; Siddiqi et al., 2000], B To
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BpeMs Kak JJIsi MyTaHToB SWil-2 moka3aHbl Je(eKThl Meii03a Kak B MakpOCIOpOIeHese,

Tak U B MUKpocnoporenese [Mercier et al., 2001, 2003].

Ta6auua 1.1. Myranuu, npuBoasnye kK o0pazoBanuio HepenyuupoBanHsix FDR-ramer.

Myranus Pacrenue Tun Hapymenus Ccpuika
parallel spindles Solanum CauThIe/TPEXITOIIOCHBIC Mok, Peloquin, 1975
(ps) tuberosum BepeTeHa
OtcyrcTBHE 2 AEICHHS Rhoades, Dempsey, 1966;
elongatel (ell) Zea mays Q meito3 Barrell, Grossniklaus, 2005
. Muros-nonobuoe Golubovskaya et al., 1993, 1997;
ameioticl(aml) Zeamays | JeneHHE BMECTO Meio3a .
N Pawlowski et al., 2009
Q / & meiio3
Muro3-mogo0Hoe
eamays | IeneHue BMECTO Meio3a ingh et al.,
ar%g”g‘l‘éil)o“ z i Singh et al., 2011
g Q meiio3
Arabidopsis Arabidopsis [MapasienbHbIe/CIUTHIC
thaliana parallel thaliar?a BepeTeHa d’Erfurth et al., 2008
spindle 1 (Atpsl) J meiio3
Jason Arabidopsis Hapmn;;L;I:;;CHHTHe Erilova et al., 2009;
thaliana PeTe De Storme, Geelen, 2011
& wmeito3
SWil-1 i SWil-2 Arabidopsis broxk 2 nenenust Motamayor et al., 2000;
aliana Meii03 ercier et al., , ;
thali i Mercier et al., 2001, 2003
Dvad Arabidopsis bnok 2 nenenus Siddiqi et al., 2000; Agashe et
y thaliana Q / & meiio3 al., 2002; Ravi et al., 2008
. . . Murto3-niogoOHoe
MI\?I{/II\Q?Z A;ﬂzll?:r?:s JIelICHE BMECTO Meio3a d’Erfurth et al., 2009, 2010
Q Mmeiio3

MyTanun KyKypy3sl

9KBAIlUMOHHOMY pa3acCIICHUIO XpOMOCOM B

aml wu argonautel04 (agol04) takke TNPUBOAAT K

NEPBOM JIEJICHUHM U TpeodpasyroT

MEWOTHYECKUM KJIETOUHBIN UK B MuToTH4eckuii [Pawlowski et al., 2009; Singh et al.,
2011]. TIpeoGpa3oBaHre MEHOTHYECKOTO JIEJIEHUS B MHTOTHYECKOE OBLIO TaKke
nokasaHo y TpouHbIXx MyTaHToB 0SO1/Atrec8/Atspoll-1 A. thaliana, momyumBHIIIX
Ha3zBanue MiMe (muto3 Bmecto Mmeiio3a) [d’Erfurth et al., 2009]. Codyeranue Myranuii
Atspoll-1 wu Atrec8 mnpuBOIMIO K MHUTO3-NIOAOOHOMY pa3JelIeHUIO0 CECTPUHCKUX
XpOMaTHJ YK€ B TEPBOM JEICHUM Meio3a, a myrarnus 0Sdl mpemoTBpaliaia BTOPOE
nenenne. OOpa3oBaHWE YHHBAJICHTOB IPOWCXOAWIIO BCJCACTBHE WHAKTHUBAIUUA T'eHA
Spoll, yyacTByromiero B cHapyBaHUU M PEKOMOWHAIIMM XPOMOCOM, a PAaCXOXKJICHHE
CECTPUHCKHX XpoMatuJ B Al Mmpoucxoawiio B pe3ysibTaTe HapyIIEHUs KOTE3Ud IPHU

nojnapieHun reHa Rec8 (Mmeio3-cnenupuuHbl OENOK KOTe3MHOBOIO KOMILIEKCA).
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Cxoxue pe3yabTaThl ObUIM TOJAy4YeHBl y MytantoB MiMe-2 A. thaliana npu
oObenuHeHnr MyTanuii reHoB Atrec8, Atspoll-1 u CYCAL;2/TAM [d’Erfurth et al.,
2010].

HepenynupoBanasie rameTbl, KoTopble oTHOCAT kK FDR (He kimaccuueckwii myTh)
MOTyT OBITh OO0Opa3oBaHbl B pe3ylbTaTe€ HAPYLIEHUA BTOPOTO JIEJIEHHUS Meno3a.
[TpuMepoM peCcTUTYIMHU MEPBOTO JEICHUSI MOKET CIYKUTh 00pa3oBaHHe 2N MbUIBIBI Y
Oarata Ipomoea batatas (L.) Lam. (4x) u pacrenuii Ipomoea triloba (2x) [Becerra
Lopez-Lavalle, Orjeda, 2002]. ®opmupoBanre 2N MBUIBLBI IPOUCXOIUIO B PE3YIbTATE
OIIMOOK BEpETEHA JEJICHUS - MAapaJlJIENIbHBIX MM TPEXIOIIOCHBIX BepeTeH (Y ¢opma) B
aHadaze Il, BMecTo OOBIUHOI OpHEHTAalMM BepeTeHa (mepecedyeHue moja yriom B 60
rpajaycoB). DTH Be aHOMaJIbHbIe KOH(PUTYypalluu BepeTeHa, MPUBOIUIN K 00pa30BaHHIO
ouan v Tpuaa ¢ pasHbiMu yactotamu (13-67%). WHorga u3MeHEHHE BEpeTeHa B
metadaze |l HaOmroganoch Kak OAHO CIUTOE BEPETEHO, YTO TaKXkKe MPHUBOIUIO K
dopmupoBanuio guan [Becerra Lopez-Lavalle, Orjeda, 2002]. OGpa3oBanue
HEPEYIIMPOBAHHBIX TAMET B PE3YJIbTAaTe MOCTPOCHUS TPEXIOIIOCHBIX BEPETEH MOKA3aHO
takxke s pactenuit Moringa oleifera [Silva et al., 2011].

OOpa3zoBanue auax © TpUA MOXKET MPOUCXOIUTh Tpu  (POPMUPOBAHUU
napajuieNibHbIX B ciuThbix BepereH B MIl mpu nHapymienusx B pabore renoB AtPS1
(Arabidopsis thaliana Parallel Spindle 1) u JASON [d’Erfurth et al., 2008; De Storme,
Geelen, 2011]. V myrantoB Atpsl A. thaliana, B koHie BTOpOro JejcHHS Meio03a
HaOmroaeTcs oOpa3oBaHKMe AWaa W Tpuajd (CoAeplKallde JIB€ TaluIOWIHBIE U OJHY
TUTUTOUIHYIO KJIETKH), a Takxke HekoTopoe konmuectBo TeTpan [d’Erfurth et al., 2008].
AHanu3 MUKpoTpyOOdeK BepeTeHa jelieHuss BO BpeMsa Meio3a Il mokazan Hanuuue
napajuleNIbHbIX, CIUTHIX U TPEXIOIIOCHBIX BepeTeH. Takoil MexaHu3M BKIIOUAEeT B ce0s
MEPETPYIIUPOBKY XPOMOCOM, Pa3ACICHHBIX B TEPBOM JIEICHHUH, TaKUM 00pa3oMm, 4TO
KaX7as JAWIJIOMJHAs  KJIETKa, MPEANOJOKUTENbHO, COJEPKHUT  HECEeCTPUHCKHUE
xpomatuabl [d’Erfurth et al., 2008]. Xors ¢yHKIUS OEIKOB, IKCIPECCUPYIOMUXCS C
reHoB AtPS1 u JASON, no cux mop He sicHa. [locnennue uccienoBaHus MOKa3aau, 4ToO
oemox JASON perynupyert skcnpeccuto AtPS1. Jlns onpeneneHust B3aMMOCBSI3H JaHHBIX
TCHOB OB MPOBEACH TPAHCKPHUIITOMHBIN aHaiW3, ObBUIO YCTAaHOBJIEHO, YTO Y MYTaHTOB
jason ¢ukcupoBacs CHHKCHHBI YPOBEHb TPaHCKpUNTOB ¢ TeHa AtPS1, u3 yero aBTopsI

caenanu BbIBOA, 4TOo JASON mmubo mo3utuBHO perynupyer skcrnpeccuio AtPS1, mm6o
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NpeOTBpaIlaeT Ierpajaluio ero TPaHCKPUNTOB. Takke OBUIO TMPEANOJIOKEHO, YTO
MeHoTHYeCKHe Ne(eKThI BEPETeHA B JaSON BbI3BaHBI CHUYKCHHUEM YPOBHS TPAHCKPHUIITOB C
reHa AtPS1, mis xoToporo ObLTa TOKazaHa KOPPEISALMS MEXIY CHIDKCHHEM YPOBHS
SKCIPECCUH IeHa U yBelndeHrneM urcia auan [De Storme, Geelen, 2011].

SDR. Mexanusm o6pazoBanusi SDR-TraMeT onmuChIBAIOT CIEAYIONUM 00pa30M: Maphl
TOMOJIOTHYHBIX HJIM TOMEOJIOTHYHBIX XPOMOCOM O00pa3yroT OWBaJICHTHI WJIH TOJY-
OMBaJIECHTHI, KOTOPBIE pa3/esAtoTCs PeAYKIIMOHHO B aHadaze | meito3a ¢ oOpazoBaHneM

JIBYX TaIlNIONAHBIX siIep, OJJHAKO JajbHelIIee neineHue oinokupyetcs (puc. 1.6 a).

a. SDR (pecTHTvIHSA BO BTOPOM e/ 1€HHH)

A i
o) (§3) &%)

0. IMR (HeonpeaeIeHHAS PECTHTVIHS)

X

Nez) (A AMAN il
\ WY T

B. PMC (mocT-MeHoTHYecKass pECTHTYIHSA)

* x AA\ 1({ X>2 HH:")I H““
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4 3

Pucynok 1.6. Cxematuueckoe U300paXeHHE TMOJYYCHUs HEPEIyLIMPOBAHHBIX TaMeT B
pe3yJbTaTe pPECTUTYIIMH BTOPOTo JeieHus (@), HeompeneleHHON pectutrynuu (0), moOCT-
MeioTrueckoi pectutyiuu (B) [mo Ramanna, Jacobsen, 2003].
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B pesynbrare o0Opa3zyroTcs 2N raMerbl, HECYIIHE CECTPUHCKHE XpoMmaTuabl (B
LEHTPOMEPHOU 00sacTu A0 mepBoro KpoccuHroBepa) [Ramanna, 1979; Ramanna,
Jacobsen, 2003]. B maHHOM ciy4ae, B CIEAYIOIIee MOKOJICHUE TMepeaeTcss MPUMEPHO
40% «poautenbckoit»y rereposurotrHoctu |[Bretagnolle, Thompson, 1995]. CornacHo
naHHBIM aBTOpoB, SDR mpoucxoauT B rubpumax WM T€HOTUIAX, B KOTOPBIX T€HOMBI
TECHO CBsI3aHbI M 00pa3yroT OuBasieHThl [Ramanna, Jacobsen, 2003].

OOpa3zoBanne HepeaynupoBaHHbIX TameT SDR-Tuma wMokeT TpPOUCXOIUTH B
pe3ynbTare BbIXOJa U3 Meio3a Mocie MepBoro jAeleHus, In0o B pe3ylbTare OlMOOK BO
Bropom aenenun [Mok, Peloquin, 1975; Werner, Peloquin, 1987; d’Erfurth et al., 2010;
Wang et al., 2010; Gomez-Rodriguez, 2012]. B Tabmune 1.2 npeactaBicHbl U3BECTHBIC
MyTalluy, TPUBOJSIINE K 00pa30BaHUI0 HEpeaylupoBaHHbIX rameT SDR-tuna. Ognum
U3 TEPBBIX OIMCAHHBIX CIy4acB sBisieTcs MyTtanus PC  (premature cytokinesis)
«TPEXKAECBPEMEHHBIN ITUTOKHHE3» KapToders, 11 MyTaHTOB B XOJ€ MHUKPOCIIOpPOreHe3a
noka3aHo o00pa3oBaHHE 3HAYMTEIBHOrO yucia 2n meuiblbl [MOK, Peloquin, 1975;
Peloquin et al., 1999]. ABTopsl onucanu nBa MexaHu3ma oOpazoBanuss SDR-ramer -
MPEXKICBPEMEHHBI TUTOKMHE3 1 m 2. B mepBoM ciydae acHMHXPOHHOE JEJIEHUE
OMBaJICHTOB 3aKaHuMBaloch UTOKMHE30M B Tl m O6moxupoBanuem MII, xots B HOpMeE
[IUTOKWUHE3 MPOUCXOAUT CUMYJBTAHHO TOCNe 2 siIepHBIX JeneHuil. Bo BTopoM ciydae,
MIEPBOE JICJICHUE TPOUCXOINII0 HOPMAITBHO, MEHOITUTHI BCTYIIAIM BO BTOPOE JICJIICHHUE, HO
yke B mpodaze Il mpoucxomun muTOKMHE3 C oOOpa3oBaHMEM JBYX TaMeT ¢
HepeayIMpOBaHHBIM yuciioM XxpomocoMm [Mok, Peloquin, 1975]. B makpocmnoporeHese
SDR-ramMeTsl ObIITH PE3yJIbTaATOM OTCYTCTBHUSI BTOPOTO JICJCHHUS Y MyTaHTOB 0S (OMission
of second division) wiu HapylIeHW# NUTOKHMHE3a TOCIe HOpMaibHOW aHadassl Il y
myranToB fc (failure of cytokinesis) [Werner, Peloquin, 1987]. B mepBom ciy4ae
MEHOIMTHI BCTYIMAdd BO BTOPOE JEIEHUE TOCIe HOPMAIBLHOTO TEPBOTO JCICHUS U
IIUTOKWHE3a, OJHAKO JCJICHUE OCTAaHABJIMBAJIOCh HAa CTAJUU BTOPOW mpodasbl, 4YTO
NPUBOJMIO K 00pa3oBaHUIO NBYX 2N ramer. Bo BTOpoM cirydae, mociie HOPMaJbHOTO
NIEPBOTO JICNICHUSI W HOPMAaJIbHOTO BTOPOTO, HAOIIOJATOCh HapylIeHHEe OO0pa30BaHHUS

KJICTOYHOM CTEHKHM ¢ 00pa3oBaHWEM Tpuaa M auaj coorBerctBeHHO [Werner, Peloquin,

1987].
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Ilpumepvr pecmumyyuu emopoeo Oenenus (SDR) u mymayuu, npueodswue
obpazosanuro SDR — camem.

dopmupoBanue HepeaylupoBaHHbix SDR ramer HaGmoanoch Ipu BHYTPUBUIOBOM
ckpemuBanuu y aunuu [Lim et al., 2004]. TIpu ananuse aByx rubpugo Enchantment X
L. pumilum, B mepBOM JieieHnU Mei03a HabI01aI0Cch 00pa3oBaHue 12 OUBAJICHTOB, HO Y
25% rameT mpOoUCXOIUIN HAPYILIEHUS BO BTOPOM JIEJICHUH, IPUBOASIINE K 00pa30BaHUIO
2n ramer. IlockoibKy BMecTe ¢ JuagaMu HAOMIOMANNCh TAaKXKE TPUAIBI, ABTOPHI
HPEANOIOKUIIN, YTO HAPYIICHHE CBSI3aHO C IIMTOKMHE30M I0CIe BTOPOro aeneHus [Lim
et al., 2004]. B Agave tequilana Weber u A. angustifolia Haw 0b110 ycTaHoBiieHO jBa
pa3HbIX MeXxaHHn3Ma oOpa3zoBanus 2N ramet [Gomez-Rodriguez, 2012]. B ogHoMm ciiy4ae,
MocJie HOPMAJILHOTO MEPBOTO U BTOPOTO JEICHHM, TPOUCXOIUI COON IIMTOKUHE3a, YTO
IPUBOJIMIO K POPMUPOBAHUIO JUaj (OTCYTCTBHE HUTOKMHE3a B 00€MX KJIETKaX) U TpUaj
(OTCyTCTBHE IIUTOKHHE3a B OJJHOM M3 KJIETOK). BTOpoii MexaHN3M BKIIIOYal 00pa3oBaHue
AHOMAJBHOTO BEpPETEHA: TMOocle PEeAYKIIMOHHOro pacxoxaeHus B Al, B ogHomM wus
«Ha0OpOB» PA3OLIEAIIUXCS XPOMOCOM MPOUCXOJAUTIO DSKBAIMOHHOE JEJICHHEe, MPHU
dbopmupoBaHuu MeTadazHOW TMJIACTUHKH, OPUEHTHPOBAHHOM MEPHEHAMKYISIPHO K
UCXOJHOM ¢ oOpa3oBanueM Tpex siep B T1. [Tocie muToknHe3a GopMupoBamucy Tpuaabl
c IByMs 1n kieTkamMu W OAHOM 2N kieTkoW. Hanmume aHOMaabHOrO BEpeTeHaA IMOCIIe
penyKIMOHHOTO JeieHust xpomocoM B A. angustifolia Bap. "LINENO" u orcyrcrtBue
mutoknHe3a B A. tequilana m A. angustifolia Bap. "LINENO" mpenmonaraet Haiu4ue
SDR-pectutyniuu, Tak Kak rnepBoe JejIeHne Melo3a MPOUCXOAUT B OOBIYHOM MOPSIKE, U
HapyIeHus: oOHapykeHbI o3aHee. [Gomez-Rodriguez, 2012].

K mnacrosmiemy BpeMeHM ObLTM UASHTUPHUIIUPOBAHBI W  OXapaKTEPHU30BaHBI
HEKOTOpbIC T'eHbI, peryaupytoniie ¢popmupoBanue 2n SDR-ramer y A. thaliana (ta6:.
1.2). Myramnuu reHoB apabumornicuca omission of second divisionl (osdl) [d’Erfurth et
al., 2009] u Arabidopsis Al-type cyclin (CYCAL;2)/ tardy asynchronous meiosis (tam)
[Magnard et al., 2001; Wang et al., 2004, 2010; d’Erfurth et al., 2010] BbI3bIBaIOT
OJIOKMpOBAaHKE BTOPOTO JEICHUS MOCJI€ HOPMAJIBHOTO pa3feneHuss xpomocom B MI, uro
MPUBOJUT K 00pa30BaHUIO Aal (BMECTO T€TPaa) U TOMO3UTOTHBIX 2N TAMET B MYKCKOM
U )keHCKOM TameToduTax. OnHako oOpa3oBaHKHe HEPEAYIIMPOBAHHBIX TAaMET Y MyTaHTOB
0sd1l smaumrensHo Boime (3100% u 985%) [d’Erfurth et al., 2009], yvem y myraHToB
tam-2, tam-4 (390%, 930%) [d’Erfurth et al., 2010]. OSD1 — 510 cneuuduuHbIi 71
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pacTeHuii OeJoK, TOyHas poJib KOTOPOro B Meio3e HemsBecTHa. [Ipeamonaraercs, 4To
OSD1 yuacTByeT B pETyJSIMM aKTUBHOCTH ITUKIMH-3aBUCHUMBIX KHHA3 H padore
kommiekca APC/C  (anaphase promoting complex) B KoHIlE IMEepBOro AEICHHS,
obecnieunBasi mepexon Bo BTopoe neineHue [d’Erfurth et al.,, 2009]. Kpome Toro, y
JBOWHBIX MyTaHTOB 0Sdl/tam mnpoucxoautr oOpa3oBaHWE TETPAILIOUIAHBIX CIOP B
pesyabTare OmokupoBaHMs Tepexona w3 mpodasbl | B Meradaszy | meiosza u3 dero
cieayer, yTo 00a Oefika y4acTBYIOT B KOHTPOJIE TpaH3uTa (Iepexo/ia) Kak u3 IepBOro BO
BTOpOE Jeiienue, Tak u u3 npodassl | B Mmetadasy | [d’Erfurth et al., 2010]. ITo3auee Obu1
oxapaktepu3oBan reH GIGAS CELL1 (GIG1)/OSD1, myrarusi KOTOpOTO BbI3bIBasa
sKTomuueckuii 3Hmomuto3 y A. thaliana [Iwata et al., 2011]. Beuto moka3aHo, 4TO
GIG1/OSD1 wmoxeT yd4acTBOBaTh B PErYyJSAIUH KICTOYHOTO IHKIA CICHH(PUIHO

nojaBiisist akTuBHOCTH KoMiuiekca APC/C [lwata et al., 2011].

Ta6auna 1.2. V3BecTHbIe MyTaluK, TPUBOJAIIME K OOPa30BAaHHUIO HEPEAYIIUPOBAHHBIX TaMeT

SDR-Tuna v [pyrux THUIOB HEPEIyLIUPOBAHHBIX TaMET.

Myranus Pacrenue Tun Hapymenus ["ameTsl Ccpuika
omission of the Solanum Orevicrsie MII Werner, Peloquin,
second meiotic tuberosum YQ edios ' SDR 1987; Peloquin et al.,

division (0s) 1999
. Werner, Peloquin
failure of Solanum Jleex nuTokuresa . ’
cytokinesis (fc) tuberosum ] SDR 1987; Peloquin et al.,
Q meiio3 1999
premature Solanum Hpemﬁ?ﬁzﬁmm’m SDR Mok, Peloquin, 1975;
cytokinesis (pc) | tuberosum HUTRORHHES, Peloquin et al., 1999
& meito3
Magnard et al., 2001,
_ Arabidopsis broxk 2 nenenust Wang et al., 2004,
cycal;2/tam thaliana Q / & meiio3 SDR 2010; d’Erfurth et al.,
2010
omission of . .
second Arapidopsis Eg"j éﬁgﬁgf" SDR d’Erfurth et al., 2009
divisionl (osdl)
pre-meiotic [MpenmeitoTrueckuit R
cytokinesis Solanum SHIOMHUTO3 an De Storme, Geelen,
defect 1 lycopersicum Hapymenust ket I 2013
(pmcd1l) LIUKJIa, ITATOKUHE3a B
tetraspore . . Spielman et al., 1997;
tes)/stu . . N raMeThl ulskamp et al., ;
Istud)/ A:ﬁglltlj;)np:s Jle(belg 11\14H;0KHH6:33 4 Hulsk | 1997
AtNACK?2 o3 Yang et al., 2003
. . Hulskamp et al., 1997;
MKK6/ANQ1 Arab|(_jop5|s Jedpexr HHIOKHHCBa 4n raMeTsl Soyano et al., 2003;
thaliana & meito3
Zeng et al., 2011
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pyeue mexanuzmol pecmumyyuu

BopIIMHCTBO M3BECTHBIX CITy4aeB 0O0pa30BaHMS HEPEIYyIIMPOBAHHBIX TAMET MOXKHO
otHecTH K FDR mim SDR, omHako B muTepaType ommcaHbl TaKKe a) «HEOMpeaeIcHHas»
meitotnueckas pecturyius (IMR, indeterminate meiotic restitution, puc. 1.6 0),
0) nmpen-meloTHYecKas, M B) MOCT-MeHOTHYEeCKast pecTUTyIus (puc. 1.6 B).

a) Y MexBUIIOBBIX THOpUIOB Lilium longiflorum xAsiatic hybrid (LA) Obina onucana
«HeompeaeacHHassy MenoTnueckas pectutyius (IMR), mpu kotopoir oOpasyrorcs
rameTsl, oTandaromuecs or FDR u SDR [Lim et al., 2001; Barba-Gonzalez et al., 2004].
[Tpu ananm3e MeHOTHYECKOTO MOBEACHUS XpoMocoM ¢ ucronb3oBanneM GISH m FISH
METOJIOB OBLIO TIOKA3aHO, YTO POJUTEIBCKHE XPOMOCOMBI MOAPA3ACTSIINCh Ha
YHHUBAJICHTHI, MMOTY-OMBAJICHTHl M OWBAJICHTHI, U3 HUX YHUBAJICHTHI U TOJTy-OMBaJICHTHI
pa3eIsUIMCh SKBAI[MOHHO, B TO BPeMsl KaK OMBAJICHTHI Pa3eisLIUCh PEAYKIIMOHHO, T.C.
Ha0II0/1a7Iach BBICOKAs CTENEeHb HEOJIHOPOAHOCTH, MOocKoNbky IMR ramers! ecth cMech
FDR u SDR [Lim et al., 2001; Barba-Gonzalez et al., 2004].

6) K mnpenmeiiornueckoil pecTUTYIIMM OTHOCHUTCA 0Opa3oBaHue 2N TraMeT B
pe3ysbTare TNPeIMEHOTHYECKOTO YABOCHUS TeHOMa (TETPAIruIOWIHBIC MATEPUHCKUC
kieTkd meIblbl - MKII). YaBoeHne MeHOTHYECKOTO TeHOMa MOXKET OBITh PE3yIbTaTOM
JBYX Pa3IUYHBIX ITUTOJOTUYECKUX HM3MEHEHUN: HUTOMHUKCHCA WU (HOPMUPOBAHUS
cunnutus [Falistocco et al.,, 1995; De Storme, Geelen, 2013]. Ilpu umTomMukcuce
MPOUCXOUT MUTPALUS XPOMOCOM HYepe3 IUTOIIa3MaTUYeCKue KaHallbl, a 00pa3oBaHUE
CUHITUTHS TIPOUCXOJUT B PE3yJbTaTe CIHUSHHUS OJHOTO WM HECKOJbKHUX SACp IpH
nedekrax oOpa3oBaHHUsS KICTOYHOW IUIACTMHKU. B o0omx ciydasx oOpasyromuecs
tetparutonaabie MKIT B koHeuHOM HMTOTe Aar0T aurutonaHbie rametsl [Falistocco et al.,
1995, De Storme, Geelen, 2013]. B xauecTBe mpumepa MOXXHO MPHUBECTH MYTAaHTHBIC
pacrernss ToMata pmcdl (mpenmeirioTryeckuii AeeKkT MUTOKUHE3a 1) ¢ IKTOMHYECKON
UHIYKIMEH npeameroTndeckoro sHaomuto3a [De Storme, Geelen, 2013]. B myxckux
MeiornrTax MyTaHToB pmcdl, moxydeHHbIX 00padoTKoil sTHiMeTancynbponaTom (EMS)
cemsa Ttomara (Solanum lycopersicum TR 5-306), npoucxoadT H3MCHEHHS B
MPOXOXKJCHUM KJIETOYHOTO IMKIA U (POPMUPOBAHUM KIETOYHOM TUTACTUHKH, B
pe3yNbTaTe Yero o0pa3yrTcsl CUHIIMTHAIBHBIC KICTKA C PA3HOH CTEMEHBIO KICTOYHOTO
u/unm siaepHoro ciusausg. Kietku 6e3 ciusiHus saep B pe3yiabTaTe JBYX HOPMAaTbHBIX

NEJICHU Meio3a JaBaiu JBe COJMMKEHHbIE TeTpanbl (0ObeIUHEHHBIC OJHOW O0O0IIen
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KaJUIO3HOM 000JIOUKOI), a KJIIETKH C KPYIHBIMU TETPAIUIOUIHBIMU SIPAMHU, TTOJTYyYEHHbIE
IPU CIUSHUU JIBYX JAUIUIOUIHBIX SIIEP CUHUIUTUAIBHON KIIETKH, B PE3YJIbTAaTE BHELIHE HE
OTJIMYAIONIETOCs OT HOPMBI Meio3a, JaBaiu KpPYIHbIE TETpaabl C AUILIOMJIHBIMU
rameramu. Habmionaemble aHoManinu B (OPMUPOBAHMM KIJIETOUHOM IJIACTUHKU OBbLIHU,
IPEIOJIOKHUTENBHO, 00YCIOBIEHBl HApYUIEHUSIMU B OMOcHHTe3e Kajuio3bl [De Storme,
Geelen, 2013].

OOpa3oBaHue AMIUIOWJAHOM MbBUIBIBI B PE3yJIbTaT€ LUTOMUKTHUECKHX COOBITUI
YVIBOCHUS TE€HOMa B pa3BUBAIOIIMXCS MATEPUHCKUX KIIETKaX MbUIbLBI IOKa3aHO Yy
Dactylis glomerata L., [Falistocco et al., 1995]. fIBnenue nuToMUKcHCca HAOIIOIAIOCH B
TEYEHHE BCETO IEPBOTO JIEJICHUS, HauWHAs CO CTaJAUU MaxuTeHbl U 1o Tenodassl |, a
Takke B uHTep(daze. ABTOpbl OTMEuYadd, YTO B OOJIBIIMHCTBE CIy4aeB 10
IUTOMUKTHYECKUM KaHaJlaM NEpeXOJUIM BCE XPOMOCOMBI € OOpa3oBaHUEM OJHOU
MOJIMTUIONTHON U OJTHOM Oe3bsA/IepHON KJIETOK. B nuakuHe3e B HEKOTOPBIX MEHOIUTax
HaOmonanoch oOpazoBaHue 21 OuBajJieHTa, YTO MOATBEpKIano oOpa3oBaHUE
NOJUIUIONTHOW  KieTku. Jlamee B 9TUX MeHONMTAaX MPOXOJAUIIO HOpPMAaiabHOE
MeHoTHYeCcKOoe JeleHHe ¢ oOpa3oBaHMEM IMOJMIUIONAHON mbUIbIEI [Falistocco et al.,
1995].

B) K mocr-meiiotnueckoit pecTUTYIIMU OTHOCAT aHOMaIUHU (POPMUPOBAHUS
KJIETOYHOM MJIACTUHKH, BOZHUKAIOUIME MOCIE HOPMANIbHBIX JIBYX MEHOTUYECKUX JEeTIEHUN
XpOMOCOM, 4YTO XapakTepHO ISl JABYAOJBHBIX PACTEHUH C CHUMYJIbTAaHHBIM
(OTHOBPEMEHHBIM ) ITUTOKUHE30M.

OnHUM W3 TpUMEPOB ABISETCS OOpa30BaHHWE HEPEIYLHPOBAHHBIX TaMeT IpHU
HU3KoTemneparypHoii (4-5°C) o6pabotke B Teuenue 20-40 wacoB pactenuit Arabidopsis
[De Storme et al., 2012]. ABrtopsl mOKa3ajad, YTO HU3KOTEMIICPATYpPHBIA IIOK
cnenu(UyHO BIUSET HA TOCTMEHOTHYECKUI IMTOKMHE3 W/WiM (popMHUpOBaHUE
KJIETOYHOM CTEHKH, HE Hapylas Cerperamuio XpoMocoM M oOpa3oBaHUE BepeTeHa
nenenusi. Ha ctaaum tetpaa Habi01a10Ch MPaBUIILHOE TETPAdIPHUUECKOE PACTIOI0KEHHE
a11ep, OAHAKO IIJI0 HapyIlleHUe B MOCTPOEHUM (parMoIruiacta, a Takyke Oblja HapylleHa
IIEJIOCTHOCTh HOBOOOpa3ylomIelcss KIETOYHOW TutacTUHKH. M3 dero aBTOphI craenanu
BBIBOJI, YTO HApYIICHHUE MPOUCXOIUT 3a CUET OMMOOK OMOTeHEe3a WM JOCTaBKH KaJll03bl

K ’kBatopy [De Storme et al., 2012].
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[IpyunHOM OMIMOOK B MOCTPOCHUM KJIETOUYHBIX CTEHOK MOKET ObITh HAapyIICHHE B
opranm3anuu MT, kak, Hampumep, npu Mytanuu tetraspore (tes)/stud y A. thaliana
[Spielman et al., 1997; Yang et al., 2003]. ¥V Bcex ueThipex MyTaHTOB t€S mocie AByX
HOpMaJIbHBIX MEHOTHYECKUX JIeJeHHM HaOmoAanuch aHOMalud (OPMUPOBAHUS
KJIeTOYHOH macTuHku [Spielman et al., 1997]. [Tocne okpammBaHus MHUKPOCIIOPOIIUTOB
y MyTaHToB tes-1, tes-3, tes-4 aHWIMHOBBIM CHHHMM, HaOIIOAJI0Ch OTCYTCTBHE
MEXBSIICPHBIX TEPETOPOJOK, B TO BpeMsi Kak y MyTaHTa [€S-2 N0 dYacTUYHOe
oOpa3oBaHuEe KIIETOUYHBIX CTEHOK, OJHAKO TMOJIHOE pa3felieHne KIETOK TaK M He
npoucxomamwio [Spielman et al., 1997]. Kak OpuIO0 mMOKa3aHO MO3/JHEE, MOHAIBI C
YeTHIPHMS SIpaMK B o0IIed nmuroruiazMe B tes/stud myranTax oOpa3yroTcs B pe3yabTare
JE30pUEHTALMA MHUKPOTPYOOUEK, YTO MPUBOJIUT K HapymieHusM RMS u orcyrctBuio
nuTokuHesa [ Yang et al., 2003].

Hapymienne mocTMeioTHYeCKOTO HUTOKHWHE3a, KOTOPBI pPeryaupyercs MHTOTCH-
aktuBupyemoil nporenHkuHazo (MAPK) curnaimpHOro mnyTH, Takke MNPUBOIUT K
oOpa3zoBanuto nmonumionaHbIX ramer. Mytanuu B TES/STUD/AINACK?2, MKK6/ANQL, u
MPK4, Tpex oCHOBHBIX cocTaBisronux muToknHernuyeckoro MAPK kackana curnaios,
BBI3BIBAIOT TMOJIHYIO TTOTEPIO CIEAYIOIIETO 32 MEH030M IMTOKWHE3a B MUKPOCTIOPOTEHE3E,
MPOM3BOJIS TeTparuionaHble nbuiblieBbie 3epHa [Hulskamp et al., 1997; Spielman et al.,
1997; Soyano et al., 2003; Zeng et al., 2011]. 'en TES/STUD xomupyet Gemnok ¢ N-
KOHIIEBBIM JIOMEHOM, TOMOJIOTHYHBIM KHHE3HUHOBBIM MOTOpaM, U C-KOHIIEBBIM JOMEHOM,
MMEIOIUM YacTUYHYI0 ToMoiioruio Kk TabaunbiM NACK 6enkam, KOTOpble y4acTBYIOT B

coopke u opranmzaiuu MT Bo Bpems uTokuHesa [ Yang et al., 2003].

1.3.2. MexaHu3Mbl peCTUTYUMH NPU PEKOHCTPYKIUM FreHOMA NMIIEeHUIbI U ee

ruopuaoB

[TockonbKy y aQUIOMONUIUIOWIHBIX PACTEHHN B TMpoIecce BUA000pa3OBaHUs
dbopMupyeTcs cUCTeMa KOHTPOJISA, HE MO3BOJISIONIAS HETOMOJOTHYHBIM XPOMOCOMaM
cnapuBaThcs U 00pazoBbIBaTh OuBaneHTH [Jenczewski, Alix, 2004], B Meiio3e TuOpHIOB,
MOJIYYCHHBIX CKPCIIMBAHMEM C TAaKUMHU aJUIONOJIMILIOWIAMH, HET TOMOJIOTOB,
XpPOMOCOMBI HE 00pa3zyloT OMBAJICHTHI, a YHUBAJICHTHBIE XPOMOCOMBI HE CIIOCOOHBI

HOpMaJbHO  pachpenessiThcss B JgouepHue  KIeTKH. (OcCOOCHHO  WHTEPECHBIM
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MIPEACTABISAETCS THOPUAM3ALUS Yy 3JIAKOBBIX, & MUMEHHO IMIIEHUIBI W OJM3KUX K HEH
POJIOB, TOCKOJIbKY TIIEHUIIAa — C/X LEHHBIA aJJIONOJUIUIONA, Y KOTOPOTO XOpOIIO
olmpMcaHa CHCTEMa  KOHTpoiss  crmapuBanusi  Phl-mokyca, He  MO3BOJSIOIIAs
TOMEOJIOTUYHBIM XpOMOCOMaM CIIapUBaThCS U 00pa30BBIBATH OMBAJICHTHI.

Ucrtopus W3y4YeHUS HUTOJIOTUYECKHUX MEXaHU3MOB dbopmupoBaHus
HEepPEAYIIMPOBAHHBIX TaMET Yy MEXPOJOBBIX THOPHJIOB TeTpa- M TEKcCa- IIOWIHOU
mreHuisl (T. turgidum, T. aestivum) Haganack ¢ 30-x rooB 20 Beka U MPOI0JDKACTCS 10
ceroausmnrero aus [Aase, 1930; Wagenaar, 1968; Islam, Shepherd, 1980; Fukuda,
Sakamoto, 1992; Xu, Joppa 1995, 2000; Matsuoka et al., 2013; Hao et al., 2014; ms
o030pa cm. - CunkoBa u Ap., 2011]. 3HaunTenbHAs YACTh OMYOJMKOBAHHBIX PabOT IO
PECTUTYIIUU y TIICHHIBI MOCBAIICHB PEKOHCTPYKIMH (OPMHPOBAHHUS T'€HOMa MSTKOMN
MIICHUIBI (MEKPOI0Bas THOPUIU3AIUS TCTPAIUIONIHOM MINCHUIIBI U 3ruiornca) [Zhang
et al.,, 2007, 2008; Cai et al., 2010; Matsuoka et al., 2013; Hao et al., 2014] u
CYIIECTBYIOT TakKe palbOThl, KOTOPHIC OIMHUCHIBAIOT PECTUTYLHIO TMPHU CKPEIIMBAHUHU
TETPAILIOMIHON M TeKCAIUIOMJIHOMN IIIEHUIBI C JPYTUMHU TpeACTaBUTEISIMHU Triticeae
[Islam, Shepherd, 1980; Xu, Joppa, 1995, 2000; Silkova et al., 2011; Oleszczuk,
Lukaszewski, 2014]. OgHako U B TeX, U B JOPYTHUX CIy4asX BBISBIISICTCS HECKOJIBKO
OCHOBHBIX MEXaHHM3MOB, NPHUBOAAIIMX K OOpa3OBaHWIO JBYX HIACHTUYHBIX TaMET, B
pe3yabTare OJOKMPOBAHUS OJHOTO M3 JIEJICHWU Meilo3a WM HEPABHOTO PACXOXKICHUS
xpoMocoM (puc. 1.7), a TakkKe ONMCHIBAIOTCS pasHbIC CiIydan oOOpa30BaHHS
aHEyIUTOUIHBIX raMeT (puc. 1.8).

Ha pucynke 1.7 npuBeieHO cXxeMaTHUYHOE N300paKEHNUE OCHOBHBIX IIUTOJIOTHYECKIX
TUIIOB PECTUTYIMH Yy amdurarmionsioB B Tpude Triticeae [mo CunkoBa u jap., 2011].
K nepsomy tumy CuiakoBa MW COaBTOPbl OTHECIU PECTUTYLHUIO, MPOUCXOMSIIYI0 B
pe3ynbTaTe «HEPACXOXKIEHHUS XPOMOCOM BO BTOPOM JCJICHUN», MPEANOIararouryro
HKBAIMOHHOE JIEJICHUE XPOMOCOM Ha XpOMAaTHUJbl B TEPBOM JEJICHUU Meio3a C
oOpa3zoBaHueM aMaJl M MOCIEIYIONMM OJOKHpOBaHHEM BTOporo neneHus (puc. 1.7 1).
K tumam 2-5 ObUTM OTHECEHBI pa3IMYHBIE MEXAaHU3MbI «HEPACXOXKICHUS XPOMOCOM B
MIEPBOM JICTICHUW», OOIIe OCOOCHHOCTBIO KOTOPBIX SIBIISIETCS OJIOKHMPOBAHUE IEPBOTO
neneHuss 1 oOpa3oBaHusl AUaj - B pe3yjibTaTe pa3eieHUs XpOMOCOM Ha CECTPHUHCKHE
XpOMaTHUABl BO BTOPOM JIECJICHUH, TUOO MOHAJ - MPU OJOKUPOBAHUH TAKKE M BTOPOTO

nenenust (puc. 1.7 2-5). K 6 Tumy ObUIO OTHECEHO «OIHOMOJSPHOE PACXOXKICHUE
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XpOMOCOM», IIPX KOTOPOM XPOMOCOMBI CIy4ailHbIM 00pa3oM pacipelestoTcs 10 KIETKe
B MI, orxomar k omHomy mnomtocy B Al ¢ oOpa3zoBanuem MonHaasl B TI (moxer
COIIPOBOXKJIAThCSI ACUMMETPUUYHBIM LIUTOKMHE30M), a OOpa30BaHUE PECTUTYLMOHHBIX
raMeT MPOUCXOJUT B pe3yibTaTe HOPMaJIbHOro BTOoporo aeneHus (puc. 1.7 6) [Cunkosa
u 1p., 2011]. Yame Bcero B nuteparype oOCyxnaroTcs 1| U 2 TuUmbl JENeHUs, s

KOTOPBIX XapPaKTCPHO BLICTPpAHMBAHHUC XPOMOCOM Ha 3KBAaTOPC B MeTaq)ase l.

MI Al TI MII All TII

<7
ORONONT:
0D 4l

o — ®
(0-OO-@

Pucynok 1.7. MexaHu3Mbl pecTUTYIMH Y aM(pUTarionoB B Tpude Triticeae [mo CuikoBa u jp.,
2011]: 1- HepacxokJeHHE XPOMOCOM BO BTOPOM JielieHUH (3KBaloHHoe AeneHue, SDM), 2-5 -

/N

! I

HepacxokaeHre xpomocoMm B mepBoMm gencHun (FDR/UMCD, o6pasoBanune MmonHanm), 6 -
OJTHOTIOJISIPHOE PACXOKICHNUE XPOMOCOM.

MHorue aBTOpbI ONHUCBHIBAIOT PECTHTYLHUIO y THOpWAOB B TpubOe Triticeae kak
OJTHOKpaTHOE pa3zzaeneHue xpomocoMm B MII ocie 6:1o0kupoBanus NepBOro AeneHus (puc.

1.7 2), yTo oTIIMYAETCS OT MEXAaHU3MOB PECTUTYLIMH, OMUCAHHBIX AJIS JPYTHX PACTCHUU
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[Wagenaar, 1968; Islam, Shepherd, 1980; Cai et al., 2010; Matsuoka et al., 2013].
OO6pa3oBaHne HEPEeNYLHUPOBAHHBIX TaMET, B PE3yJbTaTe «ImpojoHrauuu metadassl [»
Obuto omucaHo y rubOpmmoB T. crassum L. x T. turgidum L. [Wagenaar, 1968].
B nmpononrupyromeir Meradaze | yHHBalleHTHI, IEepBOHAYAIBLHO pa3OpOCaHHBIE 110
KJIETKE, TIOCTETIEHHO COOMPATIUCH HAa 3KBATOPE, IOCIIE 3TOr0 MPOUCXOANUIIO OJIOKHUPOBAHUE
NEPBOrO JIEJCHUS C MOCIeAYIOMUM 00pa3oBaHUEM AHaj IMOCiie HOPMaJIbHOTO BTOPOTO
nenenus [Wagenaar, 1968]. Cxoxee NOBEACHHE XPOMOCOM OIMCAHO Takke Yy
MEKpoI0BBIX THOpuAOB T. aestivum L. x H. vulgare L. [Islam, Shepherd, 1980], a Taxxe
T. turgidum L. x Ae. tauschii Coss. [Xu, Joppa, 1995, 2000; Cai et al., 2010; Matsuoka et
al., 2013]. [Ins oGo3HayeHHs] MAHHOTO THUIA JEJeHHUs aBTOphl Xu, Joppa HCIOJIB3YIOT
tepmun FDR (first division restitution, pectutymus B nepBom nenenuun) [Xu, Joppa,
1995, 2000]. Hdpyrue e aBTOpbI, NOCKOJbKY JIaHHBI MEXaHW3M OTJIHYAJICS OT
MEXaHU3MOB PECTUTYILIUU, ONMUCAHHBIX Y JAPYTUX BHUJIOB, MPEJIOKIIA CBOC HAa3BaHHE -
UMCD (unreduced meiotic cell division, HepeayKIOHHOE MEHOTHUYECKOE KJICTOUYHOEC
nenenne) [Cal et al.,, 2010], 4To OCIOXKHSET YTEHHE W OINHMCAHHE JHUTEPATypPhl IO
PECTHTYITUH y TIIIICHUIIBL.

Jlpyroit MexaHu3M pecTUTylnuu Obul onucaH y ampuraruonnoB Ae. heldreichii x T.
durum [Maan, Sasakuma, 1977]. ¥ ruOpumoB HaOIIOJAIOCh JBa OCHOBHBIX THIIA
MOBE/ICHUSI XPOMOCOM: SKBAIlMOHHOE pacxokJeHue xpomocoM B MI ¢ mocneayromum
OJIOKMPOBAHWEM BTOPOTO JeJieHUs (PKBAllMOHHOE JeineHue, puc. 1.7 1) m ciydaitHoe
pacrpeieieHue XpoMOCcOM MeXay montocamMu [Maan, Sasakuma, 1977]. O6pa3oBanue
HEPEIYIIUPOBAHHBIX TaMET TMOCJe SKBAIIMOHHOTO [EJCHHS YHHBAJICHTHBIX XPOMOCOM
ormucano y rubpumoB T. turgidum L. x Ae. tauschii Coss. [Matsuoka, Nasuda, 2004,
Zhang et al., 2007], ogHako JUIsi OMUCAHKUS JTAHHOTO MEXaHHW3Ma aBTOPHI BBEJIM TEPMHH
«CIMHCTBEHHOE JeneHne Mmeioza» (SDM, single-division meiosis), TOCKOJBKY
o0pa3zoBaHuE HEPEeNYyLMPOBAHHBIX TaMET MPOUCXOJUJIO B pe3yjbTaTe TOJIBKO OJIHOTO
JIeTICHUSL.

O6a  BBHINICOMHCAHHBIX  MEXaHM3Ma  PECTUTYIIMH  MOTYT  OJHOBPEMEHHO
npucyrctBoBath y T. turgidum L. x Ae. tauschii Coss., 11600 MOXeT mpUCYTCTBOBAThH
TOJILKO OAMH u3 HuX [Xu, Joppa, 2000; Zhang et al., 2007, 2008]. MexaHu3M peaau3aiiiu
pPECTUTYLIMU y TUOPUAHBIX pAaCTeHU 3aBHCUT OT reHotuna [Xu, Joppa, 2000; Zhang et

al., 2007, 2008], kpome TOrO, YacToTa OOpa3OBaHHS HEPEIyLMPOBAHHBIX TaMeT, a,
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CJIeIOBATENbHO, U (EePTHILHOCTh PACTEHUN T€HETHUYECKH OOYCIIOBIICHBI, a TAKXXE MOTYT
OBITh CBSI3aHBI C M3MCHEHUEM YCIIOBUH OKpysKkaromiei cpenbl [Zhang et al., 2008]. Xu u
Joppa omucanu HECKOIBKO BO3MOKHBIX MEXaHU3MOB PECTUTYIIMU B MEH03€ MEXPOOBBIX
rHOpHI0B TeTparutonaHoM mmeHus! T. turgidum L. (LDN, ¢ 3amemnieHreM XpoMocom A
u B reHomoB romeonornuHsiMH XxpoMocomamu D-renoma) c¢ srmmomnicom Ae. tauschii
Coss. (oopaser; RL4175) [Xu, Joppa, 2000]. YV GoabliurHCTBA THOPHIOB (HOPMUPOBAHKE
HEepeAyLIUPOBAHHBIX TaMET MPOUCXOIIIO MOcie 00pa30BaHUs PECTUTYLIMOHHOTO SApa B
KOHIIE TIEpBOrO JIeJCHHUS BCJEICTBUE HepacxoxiaeHus xpomocoM B MI u wux
JIEKOMITAKTU3aIuu (aBTOpbl ucnoib3oBain TepMuH FDR, nns ommcanus Takoro Turma
pectutynuun). OpHako ckpemuBanue pactenuid T. turgidum L. (LDN) c¢ nmpyrum
obopazriom  Ae. tauschii  Coss. (YM9508) mnpuBoamiao K  (HOpMHUPOBAHUIO
HEpeAYIMPOBAaHHBIX TaMeT TOCIEe JKBAIMOHHOTO JCJCHHS C  TOCIEIYIOIINM
omokupoBanuem BToporo genenus (SDM) [Matsuoka, Nasuda, 2004]. ABsrtopbl
NPENOJI0XKIIN, YTO TaKOe MOBEACHHE XPOMOCOM M OJOKHPOBAHHE BTOPOTO IECICHUS
oOycrnoBieHbl ucnoiabzoBanueM Ae. tauschii Coss. oopaszna YM9508 [Matsuoka, Nasuda,
2004], a me RLA4175, xak y Xu u Joppa [1995, 2000]. V mNumeHNYHO-3TUIONCHBIX
ruopugoB LDNX RL4175 ¢ 3amemennem 1D(1A) HaOmomanoch MpeHMMYIIECTBEHHO
HKBAIIMOHHOE JeJieHne XpomocoM B MI ¢ mocieayromuM aHOMAadbHBIM BTOPBIM
JIeIeHUeM, KOTOpOe MPHUBOIMIO K 00pa30BaHUIO KaK HEPEAYIMPOBAHHBIX T'aMET, TaK U
aHeyrionaHeix ramer. A 3amenicane 4D(4A) npuBomwio k monasieHuo FDR-
PECTUTYIIMM W CTEPUIBLHOCTH THOPUIOB, W3 YEro aBTOPHI CJHEJaJId BBIBOJA, YTO
xpomocoma 4A HeceT TeH, OINPEeACNSIOMUNA BBICOKYIO YacTOTy OO0pa3oBaHUS
HepenyuupoBanHbix FDR-ramer [Xu, Joppa, 2000].

Hammune FDR u SDM mexanu3moB ObUIO TMOKa3aHO B Meio3e y rubpumoB T.
turgidum L. (momBux turgidum) x Ae. tauschii Coss. (copr AS60) [Zhang et al., 2007].
[Tockonbky (GOpMHpPOBAaHUE PECTUTYIMOHHBIX TaMET TMPOMCXOAWIO B Pe3yJbTaTe
OJIOKMPOBAHMS OJTHOTO W3 JIEJICHUM U PACXOXKJICHHUS CECTPUHCKHX XPOMATH]I K Pa3HBIM
MoJitocaM (Kak B MHTO3€), aBTOPBI TIPEJIJIOKUITN Ha3bIBATh OOITUH MEXaHU3M PECTHTYIIUU
y TIIEHUIBI MUTO3-OA00HBIM AeneHueM (Mmitotic-like) [Zhang et al., 2007]. Onnako B
Ooyiee Mo3/HEH pabOTe, C MCMONBb30BaHUEM TexX e pactenui T. turgidum L. (momBun
turgidum) x Ae. tauschii Coss. (copr AS60), Hao ¢ coaBTopamu [2014] npeamnonoxuim

NPEMMYIIECTBEHHOE O00pa3oBaHME HEPEIyIHPOBAHHBIX TaMeT B pe3ynsrate FDR-
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peCTUTYUMU. ABTOpPHI OTMETHIIM, YTO HOPMAJIbHOE BTOPOE JIeJIeHUE, 1Mocie 00pa3oBaHus
PECTUTYIIMOHHOTO si/ipa, MPUBOAUT K oOpazoBaHuUio Ooiiee mpaBuibHbIX rameT (FDR C
o0pa3oBaHUMEM PECTUTYLIMOHHOTO $/ipa), B TO BpeMs KaK PACXOKJIECHUE CECTPUHCKUX
xpoMatus B nepBoMm aeneHuu (FDR 6e3 oOpa3oBaHHMsS PECTUTYIIMOHHOTO SApa) 4acTo
MOXET  CONPOBOXKIATbCA  AHCYIUIOWIHWEH, U, COOTBETCTBEHHO,  CHH)XECHHOU
deprunpHocThIO [Hao et al., 2014]. B manHoii paboTe Takke OBLIO OTMEUEHO, YTO
peayi3anys PECTUTYIIUN Y THOPUIOB MIICHUIBI TCHETUYSCKU PETYITUPYETCS W 3aBHCHT
OT CKJIOHHOCTH/HU3KOM CITOCOOHOCTH K MOJIMILIOMIU3AINH, a TAK)KE MOXKET 3aBUCETh OT
yCIIOBUW OKpykaromieid cpenpl. COrimacHO MaHHOW THIOTE3e, MIIEHWIHO-ITHIIONICHBIC
rubpuapl  Oojiee CKIOHHBI K TOJMIUIOMAM3AIMH, YTO MOXKET OBITh CBSI3aHO C
npeobnananuem y HuX FDR € o6pa3oBanuem pecturyirionHoro siapa [Hao et al., 2014].
Bo MHOTHEX paboTax mo rHOpHIN3AHMH TETPATIOUTHOW M TEKCATUTOUTHON MIIESHUTIBI
C POXBIO T[OKa3aHO, YTO HEpPeAylIUpPOBAHHBIE TaMEThl MOTYT (OPMHUPOBATHCS B
pe3ynbTaTe SKBalMOHHOTO neieHust xpomocom B MI [Silkova et al., 2011, 2013;
Oleszczuk, Lukaszewski, 2014]. dus tpuronanerx rudpumoB Fy T. turgidum L. X S.
cereale L. ObUIO YCTaHOBJIIEHO, 4YTO OCHOBHBIM MEXaHU3MOM (hopMUpOBaHHUS
HEPEYIIMPOBAHHBIX TaMeT sIBIsIeTCs pecTuTynus rnepsoro aenenus (FDR, mo ananoruu ¢
peCcTUTYLIMEN Yy APYTUX BUAOB, CM Ipena pazaen.) (puc. 1.7 1 u 1.8 a), ¢ nmocienyronmm

onoxupoBanueM Broporo aenenus [Oleszczuk, Lukaszewski, 2014].

a 0 B =t

VA
/N A\ 200
NLse NUSS | Y

Pucynok 1.8. MexaHu3Mbl peCTUTYUMH Y MIIEHUYHO-pKaHbIX TuOpugoB [mo Oleszczuk,
Lukaszewski, 2014].
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OpHako aBTOPHI ONMCHIBAIOT TAKXKE JBa JPYIrUX MEXaHH3Ma, MpeaoJlararoninux
o0Opa3oBaHuEe €IMHMYHBIX OMBaneHTOB (puc. 1.8 0) M NPEKIECBPEMEHHYIO MHIPALUIO
OTNIENbHBIX yHHUBaJIEHTOB (puc. 1.8 B) B TNEepBOM [EIEHHH, C TMOCIEIYIOUIIM
OJIOKUPOBAHMEM BTOPOTO JelieHusl. Pe3ynbTaToM NaHHBIX JBYX MEXaHU3MOB SBIISIOTCS
HECOAJJAaHCUPOBAHHBIE MHUKPOCIIOPBI: C OJWHAKOBBIM YHCJIOM XpOMOCOM, HO C
HYJJTUCOMHUEH IO OJHON TOMEOJOTMYHOM XpPOMOCOME M JHCOMHEH 1o Apyrou (puc.
1.8 0), a TakKe C pa3IMYAIONTUMCS YHCIIOM XpOoMOocoM (puc. 1.8 B).

JIJist TIIEHUYHO-PXKAHBIX THOPHIOB C ydacTHEM rekcarutouanoi mienuns (ABDR)
nokaszaHo OoJbIllee YKCIio, MO0 cpaBHEHHIO ¢ Terparuionnnoi (ABR), nuronormyeckux
TUTIOB pecTuTyIMu. Y rudpumos T. aestivum L. X S. cereale L. (ABDR) 6bu10 BBISIBIICHO
HECKOJIBKO MPEATOIOKUTEIBHBIX MEXaHU3MOB 00pa30BaHUs HEPEAYIIUPOBAHHBIX TaMeT,
BKJIOUasi HEPACXOXACHHE XPOMOCOM BO BTOPOM M mepBoM neneHuu [CunkoBa u ap.,
2003, Silkova et al., 2011, 2013], a Take NpU HEPABHOM PACXOKJICHHUU XPOMOCOM B
nepBomM aenenuu [Lllanosa u np., 1989]. [Ipu rubpuauzaiuu rekcaraiou HONW MIIIECHUIIBI
copra CapatoBckass 29 ¢ poOXblo, B 4YacTH KIeTOK B MeTadasze | Xpomocomsl
BBICTPaNBAJIUCh B SKBALIMOHHOM MIIOCKOCTH U JIEKOHAEHCUPOBAINCH, 3aTEM MPOUCXOIANIIO
OJIOKMpOBaHME MEPBOIO JEJIEHUs, C MOCISAYIOUIMM pa3eIeHHEM XPOMOCOM BO BTOPOM
nenenuu (puc. 1.7 2) [Cunkosa u ap., 2003]. OgHako B 4acTH Cly4aeB, BBICTPOUBIIUECS
Ha DJKBaTOpE XPOMOCOMBI, pAa3ACNAIUCh HAa CECTPUHCKUE XPOMATHUIbl W HauYMHAIU
JMBUKEHUE K TMPOTHUBOIOJIOKHBIM TIOJIFOCAaM, HO JEJIGHHE TaKkke OJOKHpPOBajIoCh U
XpOMOCOMBI ekoHAeHcupoBauch (puc. 1.7 5) [CunkoBa u ap., 2003]. B apyrux
MEHOIUTAaX XPOMOCOMBI paclojarajiuch MO Kpyry KMHETOXOPAMH BHYTPb, UTO TaKXKE
COMPOBOXKJAIOCh UX JajbHEHIIeH JeKoHaeHcauel 1 o0pa3oBaHUEM PECTUTYLIMOHHOTO
anpa B popme konbiia (puc. 1.7 4) [Cunkoa u np., 2003]. [Ipenmnonaraercs, 4to Takas
OpraHu3aiis XpoOMOCOM B TIEPBOM JICJIICHUHM MOKET OBITh peajn3oBaHa B Pe3yJbTaTe
omnbok (popMUpOBaHUS BEpETEHA JAeNEHUs, a UMEHHO, (OPMUPOBAHUH OJTHOTOJIIOCHOTO
BepereHa [Shamina et al., 2003, [Ilamuna, 2005].

Kak u y NIEeHWYHO-3TUJIONCHBIX THOPUIOB, Y MIICHUYHO-PXKAHBIX THOPHUIIOB B
pa3HbIX MeHoLMTaX OJHOrO0 PAcTEHUs MOTYT HaOMI0JAThbCAd pa3Hble MEXaHU3MBbI
pectutyiuun  [CunkoBa wu  ap., 2003, Silkova et al, 2011]. Kpome Toro,
HAIM4YMe/Tipeo0Ialanie OTICIBbHBIX MEXaHM3MOB TaK)K€ 3aBUCUT OT TEHETUYECKOTO

dona rubpumoB [CunkoBa u np., 2007, 2009; Silkova et al., 2013]. Tak, npu
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CKpEIIMBAaHUHU TUCOMHO-3aMEIECHHBIX JUHHUK menunbl (T. aestivum L.) ¢ poxbo (S.
cereale L.) ObUTO BBISBICHO MpeoOiaiaHNE SKBAMOHHOTO PACXOXKICHHS XPOMOCOM C
obpazoBanueM auaag B Ml (mo 97.04% B oTHENbHBIX MBUIBHUKAX), TIPH 3aMEIICHUSIX
1RV/1A, 1R/1A, 5R/5D u 6R/6A [Silkova et al., 2011] u moyiHOEe OTCYTCTBHE TAKOBOIO Y
ruOpuoB ¢ 3amernenuem 2R/2D,, 2R/2D, [CunkoBa u np., 2007; Silkova et al., 2011]. V
ruopugoB  2R(2D)1XR, 2R(2D),XxR  XpoMocOMbI ~ MPOU3BOJIBHBIM  00pa3oM
pacmpeneysuiich MeXAy NpPOTHBOIMONOXKHBIME momocamu B MI. Pa3nenenne Ha
XpoOMaTHIbl ¢ 00pa30BaHUEM TETPaJ MPOUCXOIUIO BO BTOPOM JIEJICHUH, YTO MPUBOIUIO
K 00pa3oBaHUIO0 HecOaTaHCHPOBAaHHBIX TaMET W CTEPUIBHOCTU JIAHHBIX pAacTECHUI
[Silkova et al., 2011].

[lepBrie pabOTHI MO H3YUEHUIO PECTUTYIMH Y MEXKPOJOBBIX THOPUIOB MIICHUIIBI
ObUTH OCHOBaHbI HAa COIOCTABJIICHWM W OIHMCAHWH ITUTOJOTHYCCKUX TIPErapaTos,
OKpallleHHbIX arero-opcerHoM [Islam, Shepherd, 1980], kap6on-pykcunom [Xu, Joppa,
1995, 2000], u ameroxkapmuuom [Zhang et al., 2007, 2008], KoTOpbie OKpaIIUBAIOT
NPEUMYIIECTBEHHO XPOMATHH, U OMpEJEIeHHe CTaIuu JeNeHUs ObUIO 3aTPyTHUTENIBHO.
B Gonee mo3mHux paboTax, A JIYUIIET0 Pa3IMYeHHs CTaAUH MEHOTHYECKOTO JIEICHUS,
OBUIO HCMOJb30BAHO HMMMYHOOKpAIIMBAHUE, COYETAIOINIEEe BU3YAIH3AIUI0 XPOMOCOM
(mpommnuii-ionun, DAPI) u Beperena peneHuss (aHTuTena K  O-TyOylnuHY
mukpotpyoouek) [Cai et al., 2010; Matsuoka et al., 2013]. Kpome Toro, B cBoeii padote
Matsuoka ¢ coaBTOpamMM HCHOJIB30BAIM TAK)KE WMMYHOOKpAIIMBAHUE C aHTUTEIAMHU K
dbochopunpoBanHomy ructoHy H3Ser10, nms KOToporo xapakTepHa JOKadu3amus o
BCEH JNTMHE XPOMOCOM B IEPBOM JIETICHUU Mei03a U TOJIBKO B 00JACTH IEHTPOMEPHI BO
BTOpoM Jnenenun [Kaszas, Cande, 2000; Manzanero et al., 2000]. CTouT OTMETHUTBH, UYTO
HAa JJaHHBI MOMEHT HET ONyOJMKOBAaHHBIX padoOT, JETAIBHO OMHUCHIBAIONIUX (C
UCIOJIb30BAHUEM WMMYHOOKPAIIMBAHUS) MEXaHU3M PECTHTYIIMU TPU HEPACXOXKICHUU
XpOMOCOM BO BTOpPOM JieieHuH (3kBanuoHHoe neneHue, SDM). B HekoTopbIx ciydasx
JUTSL JTYYIIeH BU3YaIH3aIliu TTOBEJCHUS U OPTaHU3AI[MU XPOMOCOM B Mel03€ y THOPHIOB
HIIeHuIpl uenois3oBamu FISH ¢ 3ommamMu k mentpomepHbiM moBTopam [Oleszczuk,

Lukaszewski, 2014; Hao et al., 2014].
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1.4. 3akiaouyenune

[Tonumuonau3anusi UrpaeT BaXXKHYIO pOJib B 3BOJIOINUU U IIUPOKO HCIOJIB3YETCS B
CEIbCKOM  XO3sICTBe  Ojarojaps MpOSIBICHUIO  TeTepo3uca, CHOCOOHOCTH K
BOCCTAHOBJICHHUIO (EPTUIBHOCTH U IUIACTUYHOCTH TE€HOMA IMOJy4aeMbIX pPaCTEHUH.
Msirkasi meHuna — ajulorekcarionl, c(hOpMHUpPOBAaHHBIM B pe3yiabTaTe 2 STaroB
AJUTONOJIUTUIOUAN3AIINY, SBJISIETCS OJHOM M3 OCHOBHBIX MHUIIEBBIX KYJIbTYp. 3a BpeMs
CEJEKLIMH TETPAIUIOUAHOM, a IOTOM M TEKCAIUIOWJHOW MIIEHUIBI IPOU3O0ILIO
oboramieHue X TeHO(OHIA MO OAHUM TIeHaM U OOeAHEHHE MO APYruM (Harpumep,
3UMOCTOMKOCTh, YCTOWYMBOCTh K OHOTHYECKUM U abuoTHdeckuMm Qakropam). Jlis
YBEJIMUEHUSI TEHETUYECKOTO Pa3HOOOpasus MIICHUIIbI MCIOIB3YIOT MEPEHOC T'€HOB OT
JTUKUX BHUJOB MIICHUIIBI U JPYyrux BUIOB Triticeae mpu OTHAICHHOW THOPHUAM3AIIUU,
MEPBBIM ATATIOM KOTOPOTO SIBIISIETCS MOJYISHHE YACTUIHO-(EPTHIILHBIX THOPUIOB.

Y ruOpuI0B MIIEHHUIIBI, BCIACACTBUE HAMHYHS JToKyca Phl, mpakTuyecku MOIHOCTHIO
OTCYTCTBYET FOMEOJIOTUYHOE CIIAPUBAHUE, UTO MPUBOAUT K HATUUMIO MPEUMYIIECTBEHHO
YHUBAJIEHTHBIX XpomMocoM B MI u crepunbHocTH. BoccranoBnenue QepTunbHOCTH
rHOpUIOB TIPOHUCXOJHWT B pE3yibTaTe MEHOTHYECKON pecTUTYIUH. MeXaHUu3Mbl |
reHeTHYeCKas Peryisilius PeCTUTYLHUH Jy4lle BCErO M3Y4EHbl y ABYAOJIbHBIX PACTECHUI
KapTtodens U apaOuIoTCuca, W CBS3aHbI, B OOJbIICH CTENEHH, C HAPYUICHUSIMH B
CUHAIICUCE M KOTE3WH XPOMOCOM, OJIOKMpOBaHHMEM MEPEeXo/a U3 TEePBOrO BO BTOPOE
JieJICHue WKW C OMMOKaMU TOCTPOCHHUS BEpEeTeHa JIeJICHUS WIM KIETOYHOM CTEHKH.
VY NIIeHUYHO-YYKEPOIHBIX THUOPHUIIOB OMHCAHO HECKOJIBKO pa3IUYHBIX I[UTOTHIIOB
PECTUTYIIMH, OJJHAKO K HACTOAIIEMY BPEMEHU HET €MHOTO YETKOTO MPEICTABICHUS O €€
Mexanu3me(ax). Ha ocHOBe 3THX JaHHBIX U TOTO (pakTa, YTO PECTUTYIHS y MIICHUYHO-
qYKEPOAHBIX THUOPHUIOB TEHETHUYECKH PETryJIUpYeTCs, B NPEICTaBIEHHOW pabore B
KaueCTBE POAUTEIBCKUX (HOpM OBLIM MCIOH30BAaHBI JIMHUM TIIECHUIBI C 3aMEIICHUSIMHU
1R/1A, 1RV/1A, 2R/2D, 5R/5D u 6R/6A, uto obOecnieunBaio pa3iuvHbI FCHETUYCCKHI
(G oH MIIeHUYHO-PKaHbIX ampuramaonaoB. CTpyKTypa U MOBEICHHE XPOMOCOM, a TaKKe
OpraHu3alys amrapara JeJICHUS B MeWo3e MIIEHUIHO-PKAHBIX aM(pUTAILIONI0B ObLIN
UCCIEOBaHbl C TOMOIIBI0O COBPEMEHHBIX METOJAOB — HMMMYHOOKpAIIMBaHUS U

¢iryopectieHTHOH N Situ ruOpuar3anuy.
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I'naBa 2. MATEPUAJIBI U METO/1bI

2.1. MaTepuaJbl

B kxadectBe MaTepHwasioB sl UCCIICTOBAHUS OBLUIA HMCIIONB30BAHBI POXKH MOCEBHAS S.
cereale L. coptr Onoxoiickas (RR, 2n=14), mmenuna T. aestivum L. copr CaparoBckas
29 (AABBDD, 2n=42), u mnmenunuHo-pxanbie tuobpuasl 1RV(1IA)XR; 2R(2D).xR;
5R(5D)xR; 6R(6A)XR (ABDR, 4x=28). B kauecTBe UCXOIHBIX POJAUTEILCKUX PACTCHUI
JUISL TIOJTy4eHHsI aM(UrariouoB ObUIM HMCIOJIB30BaHbI IMIIEHUYHO-P)KAHBIE JTHUCOMHO
3amerieHnbie TuHuK (2N = 42): 1RV(1A) (T. aestivum L. copt Capartosckas 29/S. cereale
L. copt Barka), SR(5D), 6R(6A) (T. aestivum L. copt Caparosckas 29/S. cereale L. copt
Onoxotickas), 2R(2D), (T. aestivum L. copt CapatoBckas 29/HoBocuOupckas 67/S.
cereale L. copt OHoOXolCKas), MOJYYCHHBIC U OXapaKTEPU3OBAHHBIC B JIAOOPATOPUU
panee [lllanoBa, Kpasmora, 1990; CunkxoBa u ap., 2006, 2007]. ['uObpuaHbie TEHOTHUIIHI
aM(UrarionIoB UMEIOT CUCTeMY KOHTpoJist Ph-okycoB.

Pacrenuss BeIpammBanuce Ha skcnepuMmeHTanbHoMm mnone CI'K HMIulT CO PAH
(55°01'00" N. 82°55'00" E) (metnsast Bereramus 2013, 2014), a Taxke B YCIOBHUSIX
TUAPONOHHON Temnuibl (oceHHHe W BeceHHue Beretauuu 2012, 2013, 2014) npu
temriepatypHom pexume 24/18°C (nenn/Hous) u poronepuoae 16/8 yacoB (1eHb/HOUB).
Jlnst GiryopeclieHTHOTO aHalu3a U MMMYHOOKpaIIuBaHUsl ObUT0 0TOOpaHo ot 2 go 12
TUOPUIIHBIX PACTEHUM, JJIS KaXKJOr0 U3 KOTOPHIX OBLIO MPOAHAIM3WPOBAHO OT 77 1O
1582 knerok (tabum. 2.1). st cTaTHCTUYECKOTO aHaIu3a MOBEJIEHUSI XPOMOCOM B Mei03¢e
IpH  OKpAaIIMBaHUHM aleTOKAPMUHOM OBUIO OTOOpaHO MO S5 THOPUIHBIX PACTEHUH,

npoaHau3upoBaHo mo 500 MEHOIUTOB ISl KaXKI0M M3 THOPUIHBIX KOMOWHAIUK (TabJI.

2.1).
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Tabauuna 2.1. Yncno aHATM3UPYEMBIX KJIETOK OTACIbHBIX JTUHUH.

Jlunus/rubpug METON YucIio KIETOK
1RV(1A)XR FISH 77
6R(6A)XR FISH 397
Poxb FISH 202
C-29 FISH 15
1RV(1A)XR UMMYHOOKpAIIINBAHNE 596
6R(6A)XR MMMYHOOKpPAIIINBAHNE 119
2R(2D)1xR MMMYHOOKpAIINBAHNE 499
5R(5D)xR MMMYHOOKpPAIINBAHNE 1582
Poxn UMMYHOOKpAIITMBaHNE 785
C-29 UMMYHOOKpAaIINBaHUE 222
1RV(1A) UMMYHOOKpaIIIMBaHUE 42
2R(2D), MMMYHOOKPAIINBAHNE 38
5R(5D) MMMYHOOKpPAIINBAHNE 183
6R(6A) UMMYHOOKpAIIINBaHHE 41
1RV(1A)XR aleTOKapMHUH 500
6R(6A)XR aleTOKapMHUH 500
2R(2D)xR aleTOKapMHUH 500
5R(5D)xR areTOKapMUH 500
2.2. MeToasl

dopmupoBaHUEe amnmaparta JeleHHs B MUTO3€ (B JAENSAUIMXCA KIIETKaX KOPHEBOM
MEpPUCTEMBI) M Meio3e (B MATEPUHCKHX KIIETKaX MbUIbLbBI) HM3y4ald C IOMOILbIO
UMMYHOOKpAIIIMBAHKS C aHTUTEIAMH K a-TyOyauHy (Sigma), KOTOpHhIid CBS3BIBACTCS C O
TyOynuHOM Mukpotpybouek u k CENH3 [Houben et al., 2006], koTopslii 1eTeKTHPYET
aKTUBHBIM KUHeToxop. AHTuTena K ructoHy CENH3 Obuam n1r06e3H0 mpenocTaBieHb
noktopoMm A. Xoybenom (IPK, Gatersleben, Germany).

Opranmsamuio JJTHK B o0mactu neHTpoMeps! M3ydanu ¢ MOMOIIBIO (PIIyopecieHTHON
in Situ ruOpUAM3aIKU C UCIIOIB30BAHUEM CIICIUPUUHBIX I 00IaCTH IIEHTPOMEPHI TIPO0
Ae. tauschii pAet6-09 [Zhang et al., 2004], kotopas ruOpuamM3yeTcs B O0OJACTH
NICPBUYHON TMEPETSHKKU XPOMOCOM y pku ¥ mmeHuisl, u PAWRC [Francki, 2001],
KOTOpast THOpUAN3yeTcss B 00JaCTH MEPBHUYHOM NMEPETSHKKU Y XPOMOCOM PiKH. 3OHIBI
METHJIM C TIOMOINBIO CHUCTeMbl HHUK-TpaHcisaiuu (Invitrogen). ITnasmuner pAet6-09 u
pAwRc Obun mr006€3HO mpenocTaBieHbl AokTopoM A. JlykameBckum (University of

California, Riverside, USA). [Jlna ammmmdukanmum mnazmugaor JIHK npoBoaumu
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TpaHchopMaluo KoMOeTeHTHbIX KieTok E.coli mramma XL10 meromom TemioBoro
II0Ka C IOCJIENYIOWHNM BblaeneHueM IurasmuaHon JTHK Meronom menodnoro smsuca.
KommeTenTHbIe KiIeTKH ObLIH JTH00€3HO mpeaocTaBineHsl 1.0.H. Canunoil E.A.
Momudukammro  rucrona  H3  wu3ydanm ¢ UCHONB30BaHMEM  METOJa
UMMYHOOKpaiimBanus ¢ antutesnamu k phH3Ser10 (Active motif).
OxpammuBaHue MHKPOCIOPOIUTOB JJIsi CTaTUCTUYECKOTO aHaliHu3a IPOBOIMIN
arieTokapMuHOM (2%). CratucTuyeckuii aHaiu3 NPOBOAWIM C MOMOUIBIO {-KpuUTepus

CTI)IO,Z[CHTa. Bce nannbie INpCaACTaBJICHBI KaK CPCAHUC 3HAUCHUA + omnoOKa CPCAHCTO.

2.2.1. Tpancdopmanusi KOMIEeTEeHTHBIX KJeToK E.coli

K 200 mxn cycnien3un kommeTeHTHbIX kieTok goOapmsuin 1 mxia (0.1 mxr) JTHK
mwiazmuasl PAet6-09, pAwRc. Cmecy komneTeHTHBIX KieTok ¢ JJHK BwimepkuBanu Bo
apay B TedeHue 30 muH, mocie 4dero nmomemanu B Tepmoctar npu 37°C Ha 5 MuH.
CycrieH3ui0 KJIETOK BBICEBAIM Ha arapu3oBaHHyl JuTHueckyio cpexy (LB) (5.0 r/n
nposokeBoi akcTpakt; 10 r/m Oakrorpunton; 10 r/nm NaCl, 12 r/nm arap, pH=7.2),
conmepkairyro 50 MKI/MJ aMOUIWUIMHA U WHKyOHpoBanu npu 37°C B TeueHHE HOYH.
Jlanee oTaeNbHBIC KOJIOHHH IMOMelland B kuakyro cpeaxy LB (5.0 r/m apoxokeBoit
skctpakT, 10 r/m Oakrorpunrton; 10 r/m NaCl, pH=7.2), comepxamiyro 50 MKr/mi
aMIUIIIMHA W UHKyOupoBanu B 1meiikepe mpu 37°C, 200 o6/muH B TeueHue 15-

16 gacos.

2.2.2. Boigenenne miaazmuanoii JJHK u3 kaerox E.coli

Jns Beiaenenus miasmuaHod JHK HouHnyro KynasTypy Oakrepuil (B JIMTHYECKON
cpene) pasnuBanu no 1.5 mia B mpoOupku o0beMOM 2 MII M UEHTPU(DYTHpOBAIA B
teyeare 2 MuH npu 5000 g (8600 o6/muH) mpm kKoMHaTHOW Temmeparype. [locme
yAaJIeHusl cymnepHaTaHTa, nmpobupku momemand Ha -20°C Ha 30 MHH JUIsl JTydIIero
paspylieHusi KJIETOYHOW cTeHKHM Oakrepwil. 3atem Ha 1.5 MiI KymbTypsl 100aBIIsIH

100 mkn pactBopa 1 (50 MM rmrokoza, 25 MM Tris, 10 MM DJITA), u PHKazy-A no
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KOHEYHON KoHueHTpanuu 100 MKr/mi, pecycrneHIupoBalid OCaJ0K U TMOMenaln
npoOupku Ha sen. [locne nobasnenus 200 mxi pactBopa 2 (0.2 M NaOH, 1% SDS) u
aKKypaTHOTO MepeMeNIMBaHusl, TPOOUPKH BBIICPKUBAIM HA JIbY B TeueHue 10 MUHYT.
Hanee no6asnsu 150 Mkt pactBopa 3 (3 M KAc, pH 4,8), akkypaTHO niepeMeIBaig u
BBIZICp)KUBAIM Ha JibAy B TeueHue 10 munyt. Ilocne nentpudyrupoBanus npu 8000g
(10900 o6/mMun) B Teuenune 15 muH npu 4°C, cynepHaTaHT OTOMpanmM B MPOOUPKY C
300 MK XOJOJHOTO HW3OMPOIAHOJA, MEPEeMEIINBAIA TepeBOpadynBaHeM 2-3 pas3a u
nomentanu Ha -20°C Ha 30 muH (10 2 vacoB). [lanee mpoOupku HeHTpUPyrupoBaIn Ha
MaKCUMaJIbHBIX 000poTax B TeueHue 15 muH npu 4°C, cnuBaiu CynepHATaHT U ABAXK/IbI
npoMbeiBain  70% stanonom (-20°C). BeicymeHHBIH TpU KOMHATHOM TemIiiepaType
ocanok, pactBopsuin B 20-40 mxn omHokpatHoro TE (Tris-EDTA) (10 mM Tris HCI,
1 mM 3/ITA, H20) 6ydepa.

2.2.3. Boinesnenne cymmapuoi /IHK pacrennii

Breigenenne JJHK mpoBonunm u3 3-4-X AHEBHBIX MPOPOCTKOB PXKU U MIICHUIIBI MPU
nomoinu Habopa Genomic DNA Purification Kit (Thermo Scientific, Ne K0512) mo
METOJIMKE TIPOU3BOIUTEINSI C AonoHeHussMH. J{ist aToro 60-100 mr oOpasiia pacTupaii B
JKUJKOM a30Te€ 10 MeJKoaucnepcHor Maccsl. llomydennyro maccy poBogmnu 1xTE
(10 mM Tris HCI, 1 mM D/TA, H20) Oydepom 10 KOHEYHOro 0oOBEMa, PaBHOTO
200 mxnn u nobGaBnsimu 400 Mk nusupyroniero 6ydepa, 6 mxn PHKaszer (100mr/mn).
3areM mnpenapaT HMHKYOMpPOBAJIM TNPU TMEPUOJUYECKOM IEPEMEIIMBAHUN B TEUYCHHE
10 vuryr mnpu 65°C. J[lanee pnobapmsanu 600 wMkin  xiopodopma, akKKypaTHO
nepeBopaurBaid MpoOUpKkH 3-5 pa3 [jid MepeMelIMBaHus U LEHTpUyrupoBaiv B
teuenue 2 MunyT npu 10000 o6/mun. OTOMpanu BEepXHUN BOAHBIN CIOH, CONEpIKAIINNA
JIHK, B HOByIO mpoOUpPKY M J100ABIISIIM K HEMY CBEKEMPHUTOTOBIICHHBIN pacTBOp AJis
ocaxxaeHus (720 Mk JeMOHM30BaHHOW BoAbl M 80 MK KOHIIEHTpaTa pacTBopa s
ocaxxaeHus ). IlepemenivBanu nepeBopayuBaHueM B Te€4eHHE 1-2 MHUHYT 10 BBINAJICHUS
JHK, koTtopyio HamaThiBalM Ha HOCUK IMHUIIETKH U MEPEHOCHIM B HOBYIO IPOOHUPKY.
3arem pobasmsann 100 Mk pactBopa NaCl u mepememmBaiy nepeBOopadyuBaHUEM 3-5
pa3. 13 pactBopa JJHK ocaxmanmu no6asienueM 300 Mxi xosiomHoro 96% sTaHona ¢

BBIJICp)KMBAaHUEM B  TedeHue 1-2  wvacoB mnpu -20°C u  mociegyroumm
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neHTpudyrupopanueM B TeueHue 3-4 muHyT npu 10000 o6/muH. IMTomyduennyro JTHK

BBl MPOMBIBAIU pacTBopoM Xxojoanoro 70% nstanona u pactBopsuin B 1x TE

oydepe.

2.2.4. Meuenue IHK-30H12

Meuenue 3o0Hzma mnpoBoauioch npu nomomu Habopa Nick Translation System
(Invitrogen, Ne 18160-010) mo MeToauKe, MPEIIOKCHHONH IMPOM3BOIUTEIIEM.
Peaknmonnas cmech coxepxana 1 mxr JJHK (mnasmunnas JJHK wnu cymmapnas JJTHK
pxu), 2 Mxa dNTP 6e3 dTTP (500 mM Tris HCI, 50 MM MgCl,, 100 mM
2-mepxkanrto3tanoi, mo 0.2 MM dCTP, dATP, dGTP), 2 mxix dUTP, accoriuupoBaHHOTO €
OMOTHHOM/AUTOKCUTeHUHOM, 2 MK cMecu (epmentoB JIHK-monmmepasa I/[IlHKaza |
(50 MM Tris HCI, 5 MM amnerata maraus, 0.1 MM denmmmMeTmicynsGoHmIdpTOpUIa U
0.1 MM 50% rmunepuna, 100 mxr/mxn BSA, 0.5 emaxrt./mxn JIHK-nmomumepassr 1,
0.4 en.axr./mxn JIHKazwr 1), 12.5 mxn H20. Uuky6anus cmecu npoBoamiack mpu 15°C B
TeueHHe 3-5 4acoB JJIs Tia3Mu U B TeueHne Houu g reHoMHou JIHK pxxu. Medensrit
30HJ] YMCTHWJIM OT HEBKIIOUMBINUXCS HYKICOTHIOB TmepeocaxaeHueMm. s storo
nob6apmsum 1/10 o6bema 3M NaAc u 3 ob6bemMa 96% »dTaHOoNma ¢ TOCIEIYIOMIUM

ueHtpudyruposanuem rnpu 10000 06/muH B Teuenne 20 MUHYT.

2.2.5. IlpuroroBJjieHne JaBJICHBIX MPENAPaTOB MUTOTHYECKHX XPOMOCOM

CeMeHa mpopamvBanyd Ha BIaXHOW GUIBTpOBaNbHOW Oymare B damke Ilerpw,
yepeays: JIeHb B XOJOJIWIbHUKE, HOYb — TMpPU KOMHATHOM Temmeparype. Jlus
IPUTOTOBJIEHUSI IPENapaToB MCIOJIb30BAIM KOpeWwKH anuHol 1-2 cm. Heckonbpko
CpE3aHHBIX KOPEIIKOB MOMEIAId B MEHUIMIINHOBBIE (DIAKOHBI C TUCTHILTUPOBAHHON
BO10M. DIIaKOHBI C KOPEIIKAMH BBIIEP>KMBAJIA BO JbAY (U1 MILIEHULBI 24 Yaca, JUIsl pKU
— 26 yaco). [lo ucreyeHnn BpeMEHHM KOPELIKU MEPEHOCUIIN B (PUKCUPYIOIIUNA PacTBOP
Kapuya (3:1 96% »srtanon: nexasHass ykcycHas kucinora). duxcanuioo NpoBOIWIM B
XOJIOAWIbHUKE B TeueHue 2-4 nHeil. J{ns okpaimimBaHusi Kopewku nomemand B 1%
anero-kapMuH Ha 30-40 munyt. Kopenok noMemanu Ha NpeIMETHOE CTEKIIO, YA C

MOMOIIIBIO JIC3BHUA KOHYHUK C KOPHCBBIM YCXJIMKOM, 3daTCM AKKYPATHO BbIIABJIMBAJINA €TI0
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collepKMMOe Ha cTeksio B Karie 45%-0i1 yKCycHOM KHCIOTBl. MepucreMaTuyecKyro
TKaHb pacHpeiesisuid B Kaljie YKCYCHOW KHUCJOTBHl U HAKPBIBAIM MOKPOBHBIM CTEKIIOM
pazmepom 22x22 mm. [lociie 3aMOPO3KH B RKUAKOM a30T€ CHUMAJIA TTOKPOBHOE CTEKIIO C
NOMOIIBIO JIe3BUs. J{si 00€3BOKMBAHMS TIpemapaThl MPOBOJIUIIN Y€pe3 CEPUI0 CIIUPTOB:
70%, 90% u 96%, mo 5 MuHyYT, 3aTeM Cymuid Ha Bosayxe. Jlo rulpuauzanuu
npernapatel XpaHwin B 96% osrtanone npu -20°C. Ilepen rubpunuzanueit orOupaiu

npemnaparsl € IJIACTUHKAaMU.

2.2.6. dayopecueHTHas iN SitU ruOpUAKN3aALKS

1 Oenw. Tlpenaparel mpombiBasid 3 paza nmo 5 munyT B 2XSSC (0.3 M NaCl, 0.03 M
nutpatr Na). 3atem obOpabarsiBanu PHK-az0it (100 mMkr/mu), 1jist 3TOro HaHOCWJIM Ha
npemapatel o S50mkn pactBopa PHKazer B 2xSSC, nakpeiBanm mnapadpuiMom u
MHKYOMpOBaJIM BO BlaxHOW kamepe mnpu temmeparype 37°C B teuenue 1 waca. Ilo
MCTEYEHUU BPEMEHH IIPOMBIBAIIU 3 pa3a 1o S MUHYT B 2XSSC U NpOBOAWIN YEpPE3 CEPUI0
criupToB: 70%, 90% u 96%, no 5 munyT B kaxxaoM. [logcoxmme Ha Bo3ayxe MmpenapaThl
nomemanu B pactBop 70% dopmamuga (FA) B 2xSSC, Harpertsiit Ha BoASSHON OaHe 10
70°C, na 2 munythl aius neHarypauuu JIHK. [lanee ctekna mpoBOIWIM Yepe3 CEpHlo,
oxJiaxkaeHHbIX 110 -20°C, cnuptoB: 70%, 90%, 96%, 1o 5 MUH B KaXIOM, U CYIIWIIM Ha
Bo3ayxe. Jlamee Ha mpenapaTel HAaHOCWIM THOPHIM3ALMOHHYIO CMECh, HAKpPbIBAJIN
MOKPOBHBIMU CTEKJIaMu 24%32 MM U MHKYOMPOBAJIM B TEUEHUE HOUYM BO BIAXXHOU Kamepe
npu Temneparype 37°C. ['mOGpuauzammonnast cmech comepxkana 50% FA, 4xSSC, 10%
JIeKCTpaHcynab(dar HaTtpusa, KOHKypeHTHyr mnmeHnuynyro JHK (oOpabGotannas
ynbTpa3zBykoM), pxxanyro JIHK, medenyto auroxcurennaom (dig) minm 6uotunom (bio) u
mwiasmuaayio  JIHK pAet6-09, mewenyto bio wmmm dig, coorBerctBenHo. [lepen
HaHECEHUEM Ha MpernapaTbl TMOpUIM3ALMOHHYI0 cMech AeHarypupoBainu mnpu 80°C B
teueHue 1) MUHYT C MOCIEAYIOUIUM OXJIAXIECHUEM BO JIBIY.

2 Oemnw. Jlerexuusi OMOTHMHMIMPOBAHHBIX 30HJOB OCYILECTBISJIACH C IMOMOIIBIO
aBU/IMHA, KOHBIOrMpoBaHHOTO ¢ (ayopecuenHoM (Fluorescein Avidin D, Vector
Laboratories, Ne A-2001), curHanm TruOpuIu3anid yCWIMBAICA C HMPUMEHEHUEM
¢nyopecuenn antu-aBuauHa (Fluorescein Anti-Avidin D, Vector Laboratories, Ne SP-

2040). 3o0HaBI, MEYEHHBIE JIUTOKCUTEHUHOM, BBISIBISJIM C IIOMOIIBIO aHTUTENT K
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JUTOKCUT€HHUHY, KOHBIOTMPOBAHHBIX ¢ pomamuHOM (Anti-digoxigenin-rhodamine, Fab
fragments, Sigma-Aldrich, Ne 11207750910 ROCHE).

JIi1st cCHSITHSI TOKPOBHBIX CTEKOJ Ipernapatsl nmoMenianu B pactBop 2xSSC. TIpenapatst
JIBAXIbl IPOMBIBAJIM B MpeaBaputTeiabHo HarpeToM 1o 42°C pactBope 50% dopmamuia B
2xSSC B TeueHwe 5 MHUHYT, a 3aTeM 3 pa3a no 5 muHyT B 2XSSC (42°C). 3arem
HaHocwu mo S50 wmkn Onokupytromero Oydepa (3% BSA (Obrumii CHIBOPOTOYHBIN
anpOymuH), 4xSSC, 0.1% Tween20), HakpblBadu Napa@uiMOM UM HWHKYOMpPOBaId BO
BlaxHoi kamepe mpu 37°C B TedeHue 1 dvaca. AKKypaTHO CHUMaIM TapaduiM u
HaHocuiu 1o 50 MK1 aBUAMHA, KOHBIOTHPOBAHHOTO € (piryopecuenHoM (pa3BeieHue
1:400) B nmereknuonnom Oydepe (4xSSC, 0.1% Tween 20, 1% BSA), mnsa aerekuuu
OMOTUHWIMPOBAHHBIX 30HI0B. CHOBa HAKpHIBANU MapaduiMOM M WHKYOMpPOBAIH BO
BJIAKHOU kKamepe npu 37°C B TeueHue vaca. [JanpHeimme ctaauu NpoBOJIWIA B TEMHOTE
JUIsE  TIPpeIOTBpAIllEHUs  BbITOpaHus  (IyOpecleHTHhIX Kpacuteneil. [Ipemapatsl
npoMbiBasid 3 pa3a mo 5 MuHyT B «pactBope C» (4xSSC, 0.1% Tween20) Ha BOAsSHON
O6ane mnpu 42°C. Hawocunmu mo 40 Mk pactBopa (GIyopeclieMH aHTH-aBUIWHA
(passeaenne 1:100) m antuten ¢ pomamuuoMm (pasBermenue 1:100) B AeTEKIIMOHHOM
oydepe (4xSSC, 0.1% Tween 20, 1% BSA). HakpsiBanu napadguiMom U MOMEIIATN BO
BIaXxHYy0 kamepy Ha | udac mpu 37°C. IlpombiBanu npenaparsl 3 pa3a Mo 5 MUHYT B
«pactBope C» Ha BoasiHOM OaHe npu 42°C, 3aTeM IEeTUAPUPOBAIIN B paCTBOpPaX ITaHOJIA:
70%, 90%, 96%, no 5 munyt. IloAcyiieHHble Ha BO3[yXe Ipenaparbl 3aKIOYalid B
cpeny, 3amemsonlyro BbilBeTaHue ¢ayopecuennnu (Vectashield mounting medium,
Vector laboratories, No X1215), coxmepxamiyto 0.5 mxr/mn DAPI (4',6-diamidino-2-
phenylindol, Sigma-Aldrich, Ne D9542) nnst okpammBaHusS XpOMOCOM, HaKpbIBAIH
MMOKPOBHBIMU CTEKJIaMH 24%32 MM U OCTaBJISIM HA HOUb B CYXOHW HENPO3pauyHOH KOpoOKe
B xonoamibHuKe npu +4°C. Tlepea mpocMoTpoM Ha (PIyopecieHTHOM MUKPOCKOIIE Kpast
npernapara 3aKkJeuBajy.

AHanu3 (QIIyOpecHeHTHBIX CHUTHAJIOB MPOBOJUIN Ha MHKPOCKOIE MPOXOISINETo M
oTpakeHHOoro csera Axio Imager.M1 (Zeiss), ¢ kamepoii ProgRes MF camera (Meta
Systems, Jenoptic) B [leHTpe KOJJIEKTUBHOTO MOJIb30BaHUSI MUKPOCKOITMYECKOTO aHAIN3a

ouonornuecknx oowsexktoB CO PAH.
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2.2.7. AMMyHOOKpaliuBaHue

1 Oenv. OTOMpanu MBUIBHUKU Ha HEOOXOAUMOM cTaauu. Y KPYMHBIX HBUILHUKOB
OpUTBEHHBIM JI€3BUEM OTpe3ajll KOHYHMKH, YTOOBI OOJEeryuTh JOCTYyH (uKcaropa,
conepxkaiero 8% PFA (mapadopmanbaerua) u 1xPBS oydep (137 MM NaCl, 2.68 MM
KCI, 1.76 MM KH,PO,4, 10 MM Na,HPO,), BuyTps meuibHuKa. HagpesanHblie MbUTBHUKH
TOMENIaTy Ha JTHO MPOOUPKH M (PUKCHPOBAIM MPHU KOMHATHOW TeMIepaType B TCUCHHE
2 yacoB, 3aTeM npombiBain B 1XPBS Gydepe 4 paza mo 15 munyT. UTOOBI N30aBUTHCS OT
KaJUIO3HOM OO0OJIOUKH, MBUIBHUKM WHKYOupoBanu 5-10 MuHyT B cmecu (hDepMEHTOB:
1% nextunaza, 1% nekronuasa, 1% uemntonasa, MPOMbIBAIM HECKOJIBKO pa3 1Mo 5 MUHYT
1xPBS Oydepom. 3ateM nepeHOCHIN NBIIBHUKU Ha MOKPHITOE MOJWIN3HMHOM CTEKIIO U
BBIJIaBJIMBANIN KJIETKH W3 IBUIBHMKA, paclpenersas X IpenapoBaJbHOW urion. [lanee
mpenapaTsl BO BIKHON kamepe nomerianud Ha -7/0°C Ha 15 MHHYT Ui yBelIWYeHUS
NPOHHUIIAEMOCTH KJIETOK 3a CYET MHUKPOMOBPEXKACHUH KpucTautamu Jbaa. [locie Toro,
KaK TperapaThl OTTauBajlM, UX WHKYOMpOBalu BO BIaXHOW kamepe B pactBope 0.5%
TputoH X-100 B Teuenme 10 MUHYT, KamHyB €ro Ha CTEKJIO. 3aTeéM NPOMBIBAIU
npernapatel 1XPBS OGydepom 2 paza mo 15 MUHYT U MHKYOHpPOBAJIM C OJIOKUPYIOIIUM
oydepom (o6e3xupennoe moioko, 3% BSA, 1xPBS) B teuenme 30 munyt. Ilocne
HEIPOJODKUTENBHOrO cnojlackuBanus B 1XxPBS, Ha mpenapaTel HAHOCWIN NEPBUYHBIE
antutena k o-tyoynuHy (Monoclonal Anti-o-Tubulin antibody produced in mouse,
Sigma-Aldrich, Ne T5168) (pasBemenue 1:2000) u phH3Serl0 (Histone H3S10ph
antibody produced in rabbit, Active Motif, Ne 39254) (pa3zBenenue 1:2000) wiu aHTHTENA
k CENH3 (1:850), pazsenennnie B 1XxPBS Oydepe ¢ 1% BSA, HakpbIBaau NOKPOBHBIM
CTEKJIOM, TIOJUIOKHB TOJ] HEr0 C OJHOM CTOPOHBI IIBEHHYIO WIJy, HHKYOMpPOBAJIU BO
BIa)XHOU KaMmepe npu +4°C B TeUEHHE HOYH.

2 Oenw. IlpombiBamu B 1XPBS Oydepe 4 pasa mo 15 MHHYT mpu KOMHATHOM
TEeMIIepaType ¥ MHKYOMpOBalIH ¢ poaamMuH-KoHblorupoBanHbiME (Rhodamine (TRITC)-
conjugated AffiniPure Goat Anti-Rabbit IgG (H+L), Jackson ImmunoResearch, Ne 111-
025-003) u FITC-konbstorupoBannbsiMu  (Anti-Mouse 1gG  (whole molecule)-FITC
developed in Goat, Sigma, Ne F 0257) BropuunbsiMu anTutenamu (paseaenue 1:100 B
1xPBS Oydepe ¢ 1% BSA) Bo BiraxxHoil kamepe B TeueHue 1 daca. 3aTeM mpoMbIBAIN

I1xPBS Oydepom 4 pa3a mo 15 MHHYT W HAHOCWIN CpeAy MNPOTUB BBHIIBETAHUS
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(Vectashield mounting medium, Vector laboratories, Ne X1215), coaepxarryro
0.5 mxr/Mn  DAPI  (4',6-diamidino-2-phenylindol, Sigma-Aldrich, Ne D9542) Ha
npenapatel. [Ipernaparsl XpaHuiau B X0JI0QWIbHUKE TTpH +4°C.

AHanu3 (IIyOpECICHTHBIX CHUTHAJIOB TMPOBOIWIA Ha MHUKPOCKOIE IMPOXOJSIICTO H
oTpaxkeHHOro cera Axio Imager.M1 (Zeiss), ¢ kamepoii ProgRes MF camera (Meta
Systems, Jenoptic) u na3epHoM ckanupyomem Mukpockorne LSM 780 NLO (Zeiss) Ha
0aze  AxioObserver Z1 (Zeiss) B lleHTpe KOJUIEKTUBHOTO  MOJIb30BaHUS

MUKPOCKOIIMYECKOro aHanu3a ononorndyeckux oobextoB CO PAH.
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I'naBa 3. PE3YJIbBTATBI

3.1. AHAJIU3 BJIUSIHUS MIIEHNYHO-PKAHOT0 3aMellleHNsI XPOMOCOM Ha XapakKTep

Meiio3a y rudOpuaoB

B otinune ot HOpManbHOTO MEeHOTHYECKOTO jenieHus, B M| koToporo OuBaieHTHBIE
XpPOMOCOMBI BBICTPAMBAIOTCSI B OKBAallMOHHOM IUIOCKOCTH, a B Al TOMOIOTrHYHBIE
XpPOMOCOMBI CETPETHPYIOT K TMPOTHUBOMOJOXKHBIM Tonmtocam  (puc. 3.1 a), wmeiio3
aMpUTaIionIoB  XapakTepu3yeTcs HaJu4YheM YHUBAJIEGHTHBIX XPOMOCOM  H3-3a
MOJUTAIUIONHOTO COCTOSIHUSL T€HOMa. B CBs3W ¢ 3TWM, MEHWOTHYECKOE [EIeHUE Y
ruOpu0B ObUTO aHOMaNBHBIM (puc. 3.1 6-u). JleneHue MpOMCXOIUI0 aCHHXPOHHO, U B
OJTHOM TIBUTPHHKE MOKHO OBUIO HaOM0JaTh MEHOLMWTHI, HAXOISMIIMECS Ha Pa3HBIX
cTaausix JeneHus. B mepBoM JeneHuH Meio3a MOXKHO ObUIO HAOMIONATh Pa3IMdyHOE
NIOBEJICHNE YHUBAJICHTHBIX XPOMOCOM — UX OKBAaIlMOHHOC W/HIM PEIyKIIHOHHOE
pacxoXKJeHue, BTOPOE JIEJICHHE TAaKKe XapaKTepU30BaIOCh ACHUHXPOHHOCTBHIO U
Pa3JIMYHBIM TOBEJIEHUEM XPOMOCOM, a TaK)Ke HaJTU4YMEeM OJMHOYHBIX XPOMATH]l B 4aCTU
MEHOIIMTOB, M 3aKaHYMBAJIOCh O0Opa3oBaHMEM TeTpaj, monuaa win auan (puc. 3.1 3,n).
[TepBoe nenenwme, kak ObuUTO MoOKazaHo panee [Silkova et al., 2011], xapakTepu3oBajioch
pa3IMYHBIMU THUTIAMU TOBEACHUS XPOMOCOM. AMUTAIIIONTHBIE PACTCHHUS, TTOTYICHHBIC
C WHCIOJb30BAHUEM 3aMENICHHBIX JIMHUN MIIEHUIbI, OTIUYAIUCh TIO0 YacTOTE
BCTPEYAEMOCTH MEHOIIMTOB C Pa3TMYHBIMU THIIAMH TTOBEJICHUS XPOMOCOM.

AHann3 OKpaIIeHHBIX aleTOKAPMHHOM TMpernapaToB TMOKa3aj, YyTO B MEHOIUTaX
pacrernii 2R(2D);xR B mepBoM JeneHHWH Mei03a YHUBAJICHTHBIE XPOMOCOMEI
ciay4yailHBIM o0pa3oM pacrhpeaesumch Mexay nomocamu (puc. 3.1 6). Bo BTOpom
JIeJICHUU MeH03a, XPOMOCOMBI BHICTPauBaIMCh B SKBAIIMOHHOM Miiockocty B M, 3aTem B
All cectpuHCcKHMe XpOMaTHUIBl PAcXOAMJINCh K MPOTUBOMOJOXKHBIM moitocam. B TII
npoucxoawio GopmupoBanue TeTpan. OAHAKO MHOTIA MOTJIM BCTPEYATHCS TETPAIbl C
MUKPOSIpaMU WJIM 3HAYUTEIHHBIMU OTIMYUSIMHU B pasMepe suep. B maHHOM ciydae
OpOUCXOaWiIo  (OPMUPOBAHHE  HECOAIIAHCUPOBAHHBIX  TraMeT, MPUBOASAIIEE K

CTepWJIBHOCTH  TBUIBIBL.  OmmcanHblid  MeHoTWdeckuil  (eHoTun ObUT  Ha3BaH
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«penyKuroHHBIM TuroM paeineHus» [Silkova et al., 2011] u B Hamem sKcepuMeHTE
HaOmroancs B cpenneM y 83.5 + 2.3% wmeiiorutoB pactenuii 2R(2D)xR He3aBucHMO OT

YCJIOBUH KyJIbTUBUPOBaHMUS (110J1€, Terumia) (puc. 3.2).
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Pucynok 3.1. [lepBoe nenenue meiio3a B HOpMe (@) U pa3IuyHbIE TUIIBI MEMOIIUTOB B IIEPBOM U
BTOPOM JIEJICHUH Meio3a y amdurarion o (6-u): a) poxs, M1l u Al, 6) MI, penykiiroHHbIi Ty
nenenusi, B) MI, penykiimoHHO-IKBaIlMOHHBIN TUIT AenenHus, r) MI, Meiionut ¢ Go0KHpoBaHUEM
nepBoro JeneHus (0003HaYeH CTPEIKO), 1) IBa pa3NUYHBIX THIAa MEUOIIMTOB, HAXOIIINXCS Ha
pa3HBIX CTaJUSAX JeJIeHUs B oMHOM mnbuibHUKE - MI (0603Hauen crpenkoii), MIl, e) melionurt ¢
OJIHUM OOIIMM BepeTeHOM (0003HaueH CTPENKOM), TeTpaja, K) BTOPOe JIeJIeHHe Meio3a, o0mmuii
BU/J] (ACHHXPOHHOCTH JCTIEHUS ), 3) OIUAIbBI, M) TUABI U TETPAJIbL.

VY rubpunos F; IRV(1A)xXR, SR(5D)xR u 6R(6A)xR mbl HaO r01271M (HOPMUPOBAHUE
YeThIpeX pPa3IMYHbIX TUIOB MEHOUUTOB (4 pa3nuyHbIX THMa JeneHus). [lepBwiid Tun
COOTBETCTBOBAJI PEAYKIIMOHOMY THITY JENICHUs, KoTopoe HaOmonanock y 2R(2D) xR u
XapaKTepU30BAJICS CIy4yallHbIM paclpeeIeHUeM YHUBAJIEHTHBIX XPOMOCOM MEXIY

noitocamu. Bropoit Tun nenenus OblT Ha3BaH PeIyKIIMOHHO+3KBAIIMOHHBIM, MIOCKOJIBKY
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OH OTJIMYAJICS CIy4YailHbIM pacmpelieJIeHUEM MEXAY MOJII0OCAMH OJHUX YHUBAJECHTHBIX
XpOMOCOM, B TO BpeMsl KaK OCTAJIbHBIE XPOMOCOMBI BBICTPAWBAINCh B JKBAIMOHHON
wiockoctu (puc. 3.1 B) u B Al pazaensnucek Ha cecTpuHCKue xpomaTuabl. K Tperbemy
TUIy MBI OTHECIM MEWOIUTHI, y KOTOPBIX BCE YHHBAJICHTHBIE XPOMOCOMBI
(3a uckmrouenneM 1 wnm 2) BeIcTpauBanuch Ha d3kBatope B MI (puc. 3.1 n) u
pasleisuiuch Ha CeCTpUHCKME XpomaTuabl B Al, T.e. MPOUCXOAMIO 3KBAlMOHHOE
paszieneHue XpoMocoM. YeTBepThld THUIl XapaKTEPU30BAJICS BHICTpaUBAHUEM OJIM3KO
PACIONIOKEHHBIX YHUBAJCHTHBIX XPOMOCOM B BHJE Kojblla wiu Kpyra (puc. 3.1 1), B
JTAHHOM CJIy4ae MepBoe JieJeHrne 0J10KupoBanoch. YacToTa BCTpE4aeMOCTH 3TUX YEThIPEX
TUTIOB MEUOIMTOB y aMmduramionioB Obuia paznuyHod (puc. 3.2). Y rubpumnon
1RV(1A)xR, B cpemnem, 35.5 = 5.8% MeloIMTOB MMeNH SKBAIMOHHBIN THUI JCICHUS,
39.4% + 6.9% - peaykumoHHbIH, 23.4 + 4.2% peayKIMOHHO+IKBAIIMOHHBIA M TOJBKO
1.7+ 0.9% welionuToB c OnokupoBanueM ImepBoro neneHus. ['mopuasr SR(5D)xR
xapaktepuzoBanuch HamumuneM 30.8 + 7.3% MeHOmHWTOB ¢ 3KBAIMOHHO-ICIISAIIAMUCS
xpomocomamu, 48.0 = 8.3% - ¢ penykuuoHHBIM THIOM, 19.0 + 4.7% ¢ peayKIIMOHHO+
skBaMOHHBIM # 2.2 + 0.9% c BeICTpanBaHHEM XpPOMOCOM B BHUjE Koibla. OmgHAKO B
HEKOTOpbIX mbUIbHUKAaX pacteHudt SR(5D)xR mo 40.62% MeHOIUTOB OTHOCHIIUCH K
yerBepTOMy THIy. Y TuHOpuzoB OR(6A)XR wamie, yem y npyrux, HaOIr0ma0Ch
HKBALIMOHHOE pa3/ielieHne XpOMOCOM B MepBOM jeneHun Mmeioza — 41.0 + 6.8%.
Penyknwonnslid T neneHus BcTpedaincs B 353 £ 5.02% wMeiionmToB, a
PEaYKIIMOHHOTIKBAaIMOHHBIN — B 23.3 + 3.1%, BrICTpauBaHHEe XpOMOCOM B BHUJE KOJIbIIA
BCTpeyasaoch MOBOJIbHO penko — B 0.4 + 0.1% melonuTos.

[ToBenenue xpomocom y 1RV(1A)XR, 5R(5D)xR u 6R(6A)xR Bo BTOpOM nencHun
TaK)K€ MMEJIO0 HECKOJIBKO Pa3JIMYHBIX THUIIOB, COOTHOIICHHE KOTOPBIX Pa3iNdajoch Kak
MEXTy PACTCHUSIMH, TaK U MEXY Pa3IMUYHBIMU MBITLHUKAMH OJTHOTO pacTeHus. B actu
MBUTLHUKOB MBI HA0JIFO1aJTH BEICTPAUBAHKUE BCEX XPOMOCOM B DKBAIIMOHHOM TUIOCKOCTH B
MII ¢ pasgeneHueM uX Ha cecTpuHckue xpomatuasl B All. B npyrux nelibHuKax
BCTPEUATIUCh KaK MEHOIUTHI ¢ HOPMAJIbHBIM BTOPBIM JICJICHUEM, TaK U OCTaBIIHMECS Ha
cranuu TI, 1 MEHOIHUTHI, B KOTOPBIX 00Pa30BBIBATIOCH TOJBKO OJHO BEPETEHO JIEICHHUS
BMecTO ABYX (puc. 3.1 e). B HekoTOphIXx MeHomuTax ¢ OJHUM BEPETEHOM XPOMOCOMBI
UMENH KOMIAKTU3aIuio, cooTBeTcTBYIONYyI0 MI (6onee kommnaktaeie) (puc. 3.1 1), B

npyrux — xapakrepayto st MII (puc. 3.1 e). B HeKOTOpBIX MBIIPHUKAX HAOIIONATHChH
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npeuMyInecTBeHHo mnonmanbl (puc. 3.1 3), B npyrux - guanel (puc. 3.1 u). Huangsl,
SBJISTFOIIMECS  PE3yJbTaTOM MEHOTHUYECKOHW PECTUTYIMH, B KOHIIE CO3PEBaHUS
MHUKPOCIIOPOIIUTOB MOTYT JlaBaTh (DEPTHIBHYIO THUIBIY W 3aBSI3bIBATh CEMEHA, YTO U

HaOJII0aI0Ch Y pacTeHnit Becex rpymi, kpome 2R(2D)xR.

2R(2D); xR 1Rv(1A)xR S5R(5D)xR 6R(6A)xR
K4'21-1'6
. . 1.7+0.9 . 2.240.9 .N
0.4+0.1
W SKBanHOHHOe [l 0.IOKHpOBAaHHe [ PeAYKIHOHHO + [ pPeAYKIHOHHOE
1-oro neneHHs KBANHOHHOE
® -
9% ALY
8 @ .
e AT
# ) ' - LE A
: . -
(] e -

Pucynok 3.2. PacnpeneneHue mo yactoTe BCTpedaeMOCTH 4 THIOB MEHOLMTOB B IEPBOM
ACJIICHUH Y NIICHUYHO-PIKAHBIX aM(I)I/IFaHJ'IOI/I)IOB.

Kak Obuto omumcano panee [Silkova et al., 2011], B meiio3e MIIEHUIHO-PIKAHBIX
ruOpunoB F; CapaTtoBckas 29 ¢ pokpio TakKe BCTPEYAIUCH BCE BBIIICTIEPEUNCICHHBIC
TUIBI TIOBEJIEHUS XpOMOCOM, xapakTtepHble g rudbpunoB 1Rv(1A)xR, SR(SD)xR u
6R(6A)xR. Opnako pacmpeneieHue MEHONUTOB MO THUIAM JEJICHHS JIOCTOBEPHO
OTJINYAJIOCh: C PKBAMOHHBIM TUMOM - 20.04 + 5.11%, penyKIMOHHO+IKBAIIMOHHBIM -
13.14 + 6.24%, penykuuoHHBIM - 66.82 + 3.74% meiionuToB.

Takum o6pasom, 3amerienne 2R/2D neTepMUHUpPYET peAyKIMOHHBIN THIT JICICHUS,
samenieaus 1RV/1A, u 6R/6A onpenensior SKBallMOHHBIN THI JICJICHUS, B TO BPEMs Kak
3amemieHne SR/SD MokeT B HEKOTOPBIX CilydasiX MPUBOIUTH K BBICOKOH YacTOTE
obpazoBanusi «koibia» B MI. JlaHHble YeThipe THOpUIHBIE KOMOWHAIIUM TO3BOJISIOT
HaOII0AaTh KOHTPACTHOE COOTHOIICHHWE PpA3JIMYHBIX TUIOB MEHOLMTOB, YTO JaeT
BO3MOXKHOCTh JIydllle TOHSATh ToBeAeHue xpomocoM B MI u cynp0y kieTtok c¢

PCAYKIIMOHHBIM, peI[yKHHOHHO+3KBaLIHOHHLIM 1 OKBAIIMOHHBIM MTOBCICHHUEM XpPOMOCOM.
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3.2. IloBeneHue XpoMOCOM € NPSIMOIi BU3yaJIM3anueil JHHAMUKHA

MHKPOTPYOOUYEeK, OPraHU3aIUN XPOMOCOM M X IIEHTPOMEPHBIX PaiioHOB

3.2.1. MuT03 ¥ Meii03 y pOAUTEJIbCKHUX (POPM

JUis TpaBUIIBHOTO TOHMMAHHS MpolleccoB (OPMHUPOBAHUS ammapara JAeJIeHUs |
NOBEJACHUS  XpOMOCOM y  amM(uramiousoB  Obul  MPOBEAEH  MOJIEKYISPHO-
[IUTOTEHETUYECKUI aHAIU3 MUTOTHYECKOTO M MEMOTHYECKOTO JIETICHUIN Y POJIUTEIBCKUX
dbopM — pacTeHHI p)KU U MIIEHUIBI. IMMyHOOKpalMBanue ¢ aHTUTEIaMHU K O-TyOyJIuHY
MO3BOJIMJIO  BU3YAIM3UPOBATh JMHAMHUKY MHKPOTPYOOUYKOBOTO IIMTOCKENETa, a C
MTOMOIIIBIO aHTUTEN K ochoprnpoBaHHOMY rucToHY H3Ser10 u kuaeToxopHOMy OenKy
CENH3 - opranmsanuioo, AWHAMHKY XpOMOCOM H apXUTEKTYpy KHHETOXOpa.
I'mbpuamzanus in Situ ¢ nenTpomepocnenuduunbiMu 30HAaMu PAet6-09 u pAwRc
M03BOJIMJIA BU3yann3upoBaTh opranuzanuio JJHK B o6mactu ieHTpoMepsl Ha KaKI0M U3
ATAIOB JICICHHUS.

dopMupoOBaHHUE BEpeTeHa JEJIECHHUS B MUTO3E€ NMPOMCXOAUIIO CXOJHBIM 00pazoM y
pacteHuid pxku U nueHunsbl (puc. 3.3). IlonmyueHHble HAMU JaHHBIE HE MPOTUBOPEUYMIH
OMyOJIMKOBAaHHBIM Ha HACTOSIIIMA MOMEHT JaHHBIM 1O (OPMHUPOBAHHIO BEpETEHA Yy
pacrenwmii [Keijzer et al., 2014]. N3BecTHO, YTO OTJIMYUTEIILHOW YePTOH (HOPMHUPOBAHUS
BEpETEHAa B MHUTO3€ PACTEHUI SBISETCS OTCYTCTBHE IIEHTPOCOM M CaMOOPIaHU3aLus,
ocHOBaHHas Ha ecrecTBeHHoi mossipHoct MT [Keijzer et al., 2014]. Caiitamu
HYKJICAI[M MUKPOTPYOOUCK SIBIIIIOTCS XPOMOCOMBI M obOosiouka siapa [Keijzer et al.,
2014]. B mpodasze mutoza koptukaiabHbie MT 00pa3oBbIBaiU mpenpodasHoe KOJbIO
(IITK), xoTopoe Urpaer BaxHYyIO pojb B ONMPEIAEICHUH IUIOCKOCTU AEJeHUs (3KBATOp), a
nepunykieapasie MT ¢dopMupoBanmu mTpo-BepeTEHO, MOISIPHBIE IMAMOYKH KOTOPOTO
OTpeeNIsId MECTOHAXOXAeHHe Oyaylmux mnoitocoB BepeTeHa (puc. 3.3 a). Ilocne
paspyIeHus siiepHoit 0601049Ku B podase koporkue nmyuykdn MT nponukanu B 001acTb
anpa W B3auMOeHCTBOBaIM ¢ xpoMmocomamu (puc. 3.3 6). Jampueimmuii poct MT u
OpraHu3alvs KUHETOXOPHBIX IYYKOB MPUBOJAWIN K 00pa30BaHUIO CHEIU(PUIHOTO IS
MHUTO3a OUTIOJISIPHOTO 00YKO0OOpa3HOTO (aHACTPATBLHOTO) BEpeTeHa JefieHus B MeTadase,
KOTOpOE€ BBIPAaBHUBAJIO XPOMOCOMBI Ha 3kBaTope (puc. 3.3 B). Ha momocax BepeTeHa

HAO0JII0/1aJI0OCh HECKOJIBKO IEHTPOB KOHBEPICHIIMM MUKPOTPYOOYEK — MUHHUIIONIIOCOB.
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B anadaze mnpoucxommio yKOpOUEHHE KHHETOXOPHBIX MydkoB MT, wMwuHHIIOMIOCA
cOMmmKanuch 4, OOBEIUHSACH, OOpPa30BBIBAIM TOJIOCHBIE CTPYKTYphl (puc. 3.3 r,1).

MuTo3 3aBepmaincsi oOpazoBanueM ¢parmorviacta (puc. 3.3 €) U MOCTpOECHHEM HOBOM

KJI€TOYHOM CTEHKHU.

Pucynoxk 3.3. ®opmupoBanue BepereHa aesenus u pacupeneneuue phH3Ser10 na xpomocomax
B MuTo3¢e Triticum aestivum L.: *MMyHOOKpalIMBaHUE ¢ aHTUTEJIAMHU K O-TyOYJIUHY (3CJICHBIH) 1
phH3Ser10 (kpacHsiii) a,0) npodasa, B) Mmetadasa, r,J1) paHHsSI 1 TO3AHsAsA aHadasa, €) Tenodasa.
Xpomocomsbl okpariensl DAPI (cunuit), MactraGHbIi 0oTpe3ok — 10 MkM.

B nmpodaze muto3a nporcxoansia KOMIIAKTUA3AIUSA XpOMOCOM U pochopunupoBanue
ructora H3 mo cepuny B 10 mosmoxeHun B oOmactu meHTpoMepbl (puc. 3.3 0,B).
Ha cragum merada3bl XpOMOCOMBI  BBICTPAMBAINCh B OKBAIIMOHHOW IUIOCKOCTH
(puc 3.3 B, 3.4 a,r), 2 ToueyHbIx curHana jokanuszanuu antuten k CENH3 B obmactu
IEHTPOMEPHI KKIOW K3 XPOMOCOM COOTBETCTBOBAIHM OWIOISPHO-OPHUEHTUPOBAHHBIM
CECTPUHCKUM KHHETOXOpaM, OT KOTOPbIX OTXOAWIH mydkd MT K mpOTHBOMOIONKHBIM
noocaM (ambutennuyeckoe npukperienne MT) (puc. 3.4 1). Curnansl ruOpuan3auu
pAet6-09 B metadaze umenu Bua AudPy3HbIX OHIOB, PACTAHYTHIX MOMEPEK MEPBUUHOM
nepeTsikku XxpomocoMmsl (puc. 3.4 a). Ilpu nepexone ot mertadassl k aHadasze kapTuHa
JIOKaJIU3allMi  IIEHTPOMEPHBIX  30HA0B  PAet6-09 wmensimace (puc. 3.4 a,0).
[Ipu pa3neneHnn CECTPUHCKHX XpoMmMaTH] B aHadase, CUTHaJIBl THOpUAM3ALNN
pa3BauBaIUCh U JIOKAJU30BAINCh TOUYEYHO HA KaXJAOW CECTPUHCKOM LEHTpoMmepe,

OpUEHTUPOBAHO K mosrocam naeneHusi (puc. 3.4 6,8). Ha kaxmol W3 CECTPUHCKUX
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XpoMatua B aHadaze Mbl TakkKe HAONIOAaTM OJUHOYHBIE TOYECUHBIC CHUTHAJIBI
ummyHosokanm3anuu phH3Ser10 (puc. 3.3 1) u autu-CENH3 (puc. 3.4 1). B tenodase
npoucxonmina aekommnaktusanus JIHK B godepHMX sapax, W HCYE3aTId CUTHAJBI
phH3Ser10 (puc. 3.3 e), omHako curHaa HMMyHoJoKanmu3auuu aHtureal k CENH3
coxpansica (puc. 3.4 e). Xapakrep JIOKaJIM3allMd CUTHAJIOB THOpUIM3AIUU 30HAA
pAet6-09 B metadase, anadaze u Tenodaze B KiIeTkax MEPUCTEMBI KOPEIIKOB MIIICHHUITBI

COOTBETCTBOBAJ JIOKAJIU3ALMU, OTIMCAHHOM J1J1s1 MUTO3a pkKU (puc. 3.4 a-B).

-
Pucynok 3.4. Opranusanus u MoBeACHHE IEHTPOMEPHOTO paiioHa B muto3e Secale cereale L.:
FISH ¢ nentpomepubiM 30HA0M pAet6-09 (3enmenbrit) a) meradaza, 6) anadasza, B) MO3IHSA
aHadasa; IMMYHOOKpAIIMBaHUE C aHTUTENaMH K o-TyOynuHy (3enenbiii) 1 CENH3 (kpacHsrif):

r) meradasa, 1) anadaza, e) Tenodasza. Xpomocomsl okpamensl DAPI (cuHuit), MacTaOHBIM
0oTpe30K — 10 MKM.

Jns poautenbCkux (GOpM piKH, MIICHWIBI W 3aMEIIECHHBIX JIMHUK JWHAMUKA
MHUKPOTPYOOUYKOBOI'O IIMTOCKENIeTa B Meio3e Obuta HaeHTHYHOW. J{is wmiumocTpanuu
NpeCTaBICHBI JaHHbIE MO PACTECHHSM MIIeHHIBI Triticum aestivum L. (puc. 3.5, 3.6).
B IIl wmeiio3a wabmomanoch MpeoOpa3oBaHUE PETHKYISPHOM cuctembl MT-mydkos,
chopMUpOBaBIICHCS BOKPYT siApa B UHTEp(]a3e, B CHCTEMY MPSMBIX PATUAIBHBIX MTyYKOB
(puc. 3.5 a). B gumuioreHe MT peopueHTHpOBaHbI M3 pPagUAIbHOIO IOJIOKEHHUS B
TaHreHuanpHoe (puc. 3.6 6). MT-iydku yIJIOTHSIIOTCS, (OPMUPYS MEPUHYKIICAPHYIO

poda3zHyI0 CUCTEMY — OKOJIOSIEPHOE «KOJIBI[0» MUKPOTPyOouek (puc. 3.6 0).



--
Pucynok 3.5. ®opmupoBanue BepeTeHa neneHus B mpodase | meiioza Triticum aestivum L.:
UMMYHOOKpAIIMBaHUE C aHTHTEJaMH K o-TyOynuHy (3enenbii) u phH3Ser10 (kxpacHsiit)

a) JenToTeHa, 0) NaxWTeHa, B) JMAaKWHE3, I-€) KOMIIaKTH3alus XpoMocoM B mpodaze |.
Xpomocomsl okpamensl DAPI (cunuit), MmacmTaOHbIN 0Tpe3oK — 10 MKM.

Pucynok 3.6. [lunamuka MT B mpodase | meiioza Triticum aestivum L. Ha cTaausx TUIUIOTEHA

nuakriHe3 (KOH(OKaIbHBIM MUKPOCKOI): UMMYHOOKpPAIIMBaHUE C AHTUTEIAaMH K O-TyOyIuHY
(3enmensrit) 1 CENH3 (kpacublif) a) yrutoTHeHHe mnepunykieapHbix MT, 0) TaHreHIManbHas
opuenTanus MT, B) pa3peiB S1O u ¢popMupoBaHue aHaTIora MUTOTHUECKUX MOJIIPHBIX IIANIOYEK.
Xpomocomsl okpariersl DAPI (cunuit), MaciTaOHBIN OTPE30K — 5 MKM.



73

Pa3pymienue sinepHoit 000JI0UKH B AMAKUHE3E COMPOBOXKIAIOCH €€ «BISTYMBAHUEM
(puc. 3.5 B) u 3areM - popmupoBaHueM cTpykryp MT, HamoMUHAIOIUX MUTOTUYECKUE
noJitocHble kKonmayku (puc. 3.6 B). [locne pazpyienus sigepHoit 000JI04KH, MPOUCXOAMIIA
Hykieanus MT Bo3zie xpomocoMm (puc. 3.7 a), a 3ateM ¢dopmupoBauch mydkd MT ot
kuHeToxopoB (puc. 3.7 06). Kuneroxopubie mnyuyku MT  ymaIuHsIIUCH, KO-

OPHUEHTHPOBAJIMCh M COMKAIMCh ¢ OOpa3oBaHHEM IBYX TMOJOCOB, dopmupys B MI

KOHBEPreHTHOE OMMOJISIpHOE BepeTeHo (puc. 3.7 B).

Pucynok 3.7. ®opmupoBaHHe BepeTeHa JeleHUs W pacnpezencHue curHama phH3Ser10 na
XpoMocoMax B Meio3e Triticum aestivum L: uMMyHOOKpaliBaHue ¢ aHTUTEIaMU K O-TYOyJIUHY
(3enensii) u phH3Ser10 (kpacHsiit) a,0) npodasa |, B) meradasa |, r,1) CHUKECHHUE CUTHANIA
phH3Ser10 B anadase |, ¢) renodasa I, x) meradasa I, 3) anadaza Il, n) terpama. XpoMocombl

okpamensl DAPI (cunuii), MactitTaOHbIN 0Tpe3ok — 10 MKM.

B Al mnabGmopamace aenonumepu3anus KUHETOXOpHBIX MT, cmocoOCcTByromas
PACXOKJIEHHUIO TOMOJIOTUYHBIX XPOMOCOM K MPOTUBOIOIOKHBIM MontocaMm. B cpenneit -
no3aHe Al MoOxHO OBUIO HAOIOAaTh WHTEP30HAIBHYI) CHUCTEMY MHUKPOTPYOOUEK

(puc. 3.7 1), xotopas B Tl ydactBoBanma B (opmupoBaHuu ¢parmoriacta BO BpeMms
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nutokune3a. B MIl Mb1 Habmomanmu QopMupoBaHue OHUTOISIPHOTO KOHBEPTEHTHOTO
BepereHa neineHus (puc. 3.7 x), Hanuuue uHTep3oHanbHbIX MT B All (puc. 3.7 3), u
dbparmoriacta B TlI.

B IIl meiio3a mpoucxonuia KOMMAKTHU3ALMS XPOMOCOM, CHHAIICUC TOMOJOTOB U
oOpa3zoBaHue OuBasieHTOB (puc. 3.5 a-e). Bo Bpems komMmakTuzalMu XpOMOCOM Ha
CTa/INM JIEITOTEHBI IETEKTUPOBAINCH TOUYEYHBIE CUTHAIBI UMMYHOJIOKAJTU3allud aHTUTEN
K pochopmmpoBanHomy ructony H3Ser10 (puc. 3.5 a). OgHako Ha4yayjo IMOSBICHUS
NEPBBIX UMMYHO(IIYOPECIEHTHBIX CUTHAJIOB BapbHUPOBAIO B OTIEIBHBIX MEUOIUTaX OT
paHHe# 1o cpenHedd mpodassl. B amakmuese curnan phH3Ser10 pacmpoctpassiicst Ha
iedn xpomocoM (puc. 3.7 a,0), paBHOMEPHO paclpeessisiCh M0 BCeH IJTMHE OMBAJIEHTOB
k Havay MI (puc. 3.7 B). B Al mnpoucxogmio paszneneHue Iuieuell CECTPUHCKHX
XpOMaTHJ ¥ TOMOJOTH OTXOAWIM K TWPOTHBOIOJIOXKHBIM IIOJNIOCAM, TIPA OITOM
HaOJI0aIOCh TIOCTENEHHOE Hcue3HOoBeHWe curHaima PhH3Ser10, nauwmbas c miedei
xpomocom (puc. 3.7 r,n). B TI curnan phH3Ser10 npeumyIiecTBEHHO COXpPaHsICS
TOJILKO B TPHUICHTpOMEpHOW oOnacth u wucye3an Kk koHiy TI Bmecre ¢
nekoMmakTuszanuen xpomocom (puc. 3.7 e). Kommnaktuzauust xpomocom B MIl Gbuia
COIOCTaBUMa ¢ MUTOTHYECKOH. Bo BTopoMm aenenun curHan phH3Ser10 nerextuposacs
TOJILKO B TPHUIEHTPOMEpHOW obmactu xpomocoM (puc 3.7 xk,3), HaumHas c I, u
COXpaHsJICA Ha pa3/IeMBIINXCS CECTPUHCKUX XpomaTuaax 1o TII.

JluHamMuKa IIEHTPOMEPHBIX PAHOHOB TOMOJIOTHYHBIX XPOMOCOM U CECTPUHCKUX
XpOMAaTHJ PKUA M TIIEHUIBI XOPOIIO BU3YAIM3HPOBAIACH NP WMMYHOOKPAITHBAHUH C
antu-CENH3 (puc. 3.8) u FISH ¢ nentpomepo-cnenuduunsivu 30a1amu pAwRc (poxb)
(puc. 3.9). Ha cramum nuakuHe3a Mbl HAOJIOAQIM OJAMHOYHBIE ITUIOTHBIE TOYEYHBIC
CUTHaNBI THOpuAM3anuu 30HIa PAWRC Ha KakIolH M3 TOMOJOTHYHBIX XPOMOCOM,
COOTBETCTBYIOIIME OOBEAMHEHHBIM LEHTPOMEpPAM TOMOJIOIOB, PAcCIOJIOKEHHBIE Ha
NIEPBUYHON MEPETHKKE XpOMOCcoMBI (puc. 3.9 a). Kpome Toro, Ha KakIoM U3 TOMOJIOTOB
MBI HAOTIOAJIA OJAMHOYHBINA TOYEUHBIM CUTHAT UMMYHOJIOKanu3anuu antuten Kk CENHS3,
COOTBETCTBYIONIMIA OOBEIMHECHHOMY KHHETOXOPY MOHOIIOJISIPHO-OPUEHTHPOBAHHBIX
cecTtpuHckux xpomocoMm (puc. 3.8 a). Ilo mepe HacrymuieHus metadasbl, CUTHAIBI
nokanuzanuu anturen k CENH3 u 30oHma pAwRc cranoBunuch Oosiee SpKkUMH U
KOMITAKTHBIMH Ha TOMOJIOTax, oOpasyromux ouBaneHtsl (puc. 3.8 0, 3.9 6). IIpu sTom

OJIMHOYHBIE TJIOTHBIE TOYEUHBIE CUTHAIIBI rHOpuau3anuu 30HAa pAwRc/mokamuzanuu
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aatuten k CENH3 Ha roMonornuyneix XpomMocomax OBLIM OpPHUEHTUPOBAHBI K
MPOTUBOMONOXKHBIM Tmoitocam (puc. 3.8 0, 3.9 0). OObenUHEHHBIE CECTPUHCKHUE
kuHeroxopsl B MI Obutn cBsizanbl ¢ MT, HampaBieHHBIMH K OJIHOMY M3 TOJIOCOB
(cuaTemnueckoe mnpukperuieane MT) (puc. 3.8 6). B Al Mb1 He HabGmomamu
CYIIECTBEHHBIX M3MeHEeHUU B jokanm3anuu anturen kK CENH3, a curman pAwRc Obun
b0 OMWHOYHBIM (HO Oosee pBIXJBIA), Tu00 pa3aBauBaiics (puc. 3.8 B). Pa3nencHue
CEeCTPUHCKMX  KHHETOXOpOB B |  ompememsyiocb  pa3[elieHHeM  CUTHAJIOB

uMmmyHostokanu3anun aHTu-CENH3 (puc. 3.8 B).

Pucynok 3.8. 3meHeHne CTpyKTypbl U TOBEACHUSI LIEHTPOMEPHOI'O pailoHa XpOMOCOM B Melo03€e

Triticum aestivum L. (a-B), u Secale cereale L. (r): *MMyHOOKpaIlIMBaHHE ¢ aHTUTEIAMH K O
TyOynuny (3enenwiii) 1 CENH3 (xpacubrii) a) nuakunes; 0) meradasza [; B) temodaza I;
r) metadasza II, macmraGHbIN 0Tpe3ok — 10 MKM.

Ha xpomocomax B obOnactu uentpomepsl B IIll nerexktupoBanuch aBa OiM3KO
pacnoioKeHHbIX TIOTHBIX ToyeuHblx curHana CENH3, k Ml pacctosnue mexny HumMu
yBenuuuBanoch (puc. 3.8 T1). XapakTep pacHoJIOKEHHUS CHUTHAJIOB THOpUIN3AIUN
neHTpomepHoro 30H1a pAwRce B MII otiuuancs ot TakoBoro B MI (puc. 3.9 6,r). B Ml
XpOMOCOMBI ~ pacrlojiarajiuch Ha JKBaTOpe, JOKaJdu3alys CalTOB THOpUAM3ALNN
[IEHTPOMEPHOT0 30Ha uMena BuJ AU(PPy3HbIX HATIHYTHIX O9HI0B MOMEPEK XPOMOCOMBI
(puc. 3.9 r). B nmoznueit MIl cectpuHcKkue IIEHTPOMEpPHI HAUMHAIU PA3JAEIATHCSA, UYTO
JIEMOHCTPUPOBAIOCH TOSBICHUEM IBYX JIOKAJIBHBIX TOYEUHBIX CAWTOB THOPUAM3ALNN
(puc. 3.9 n). B All pacxonsmuecs K morocaM CECTPUHCKHE XPOMATHAbl UMEJIH TIOTHBIE
ruOpunu3annonnbie curHansl pAwWRc/CENH3, opuenTHpoBaHHbBIE K TPOTHBOIIOIOKHBIM

nosrocaM (puc. 3.9 e).
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Pucynok 3.9. l3MeHeHHe CTPYKTyphbl LIEHTPOMEPHOTO paiioHa XpoMocoMm B Meiioze Secale
cereale L.: FISH c¢ unentpoMmepo-criennpuuHbM 30HAOM PAWRC (3elieHbIil) a) IUIIIOTEHA;

0) metadasza I, nuoTHbIe enMHUYHBIE CUTHANBI rMOpuau3anuu; B) aHadasza [; r) meradasza II;
pactsnyteie aud@dy3HbIe CHTHANBl THOpuau3auuu 1) mo3aHsas wmetadasza II; pasgenenue
CEeCTPUHCKUX KuHeToxopoB; €) anadaza II. Xpomocomsl okpamenst DAPI (cunuit),
MaciITaOHbIN 0Tpe30K — 10 MKM.

MonekyIspHO-IUTOTEHETUYCCKUI aHaJIW3 ToKa3ajl, YTO B TICPBOM JICJICHUHM MeHo3a
kaptuHa Jokanu3anuu pAwRc 1 CENH3 cooTBeTcTBOBaIa MOHONOJSPHON OpUEHTAIIMN
CECTPMHCKMX XPOMOCOM, a BO BTOPOM - OWIIOJSPHOW OpHEHTAIlMU. BBISBICHHBIC
pa3nuuus ObUTH MCTIONBh30BAaHBI HAMH B JaJbHEHWIIEM ISl UACHTU(PUKAIIMA MOHO- / Ou-
MOJIAPHOCTH B OPUCHTAIIMM XPOMOCOM B Melo3e aMmdurarion1oB. Pa3muyus B KapTUHE
dbochopunrpoBaHus B MEPBOM U BTOPOM JEICHHH OBUIM HCIIONH30BAHBI JIJISI TOYHOTO
OTpEJCIICHUs CTaAui Meho3a y aM@UrarsiongoB (OTJIWYHUS TEPBOIO OT BTOPOTO

MEHOTHYECKOTO JCJICHUS).
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Jlnsg  cucTeMaTH3alliy  TOJIYYCHHBIX JIaHHBIX OBUIM  COCTAaBJICHBI  TaOJIUIIBI,
coJieprKalue CPaBHUTEIIbHbIE XapaKTePUCTUKHU KIETOYHOTO JiejieHus: B HopMe (Tabi. 3.1)
U B Meio3e y MIIeHUYHO-pKaHbIX amurammonaos (tadm. 3.2-3.5). Jlns xaxmgoro w3
TUNOB  JeleHus  (PEeOyKIMOHHOE,  PEAyKIIMOHHO+TIKBAIIMOHHOE,  OKBaI[MOHHOE,
OJIOKMPOBAHME IMEPBOTO JEJIEHUS) B TAOIMIIAX BO BTOPOM M TPETHEM CTOJIOLE KPaTKO
o6o3HaueHo (-/+) K KakoMy THITy AeJIeHHS (MHUTO3 WM MEHO03) OJrKe Ta WX HHas

xapakTepucTuka (cM. aanee, tadi. 3.2-3.5).

Tao6auna 3.1. OcHOBHbIE CPAaBHUTEIbHBIC XaPAKTEPUCTUKH MUTOTHYECKOTO U MEHOTHYECKOTO
JIeTICHUST PACTCHUI.

XapakTepucTHKA JIeJIeHHs MHTOTHYECKOE MeioTHYeCcKoe

Opranuzanus JHK B o6aacTu

PacTAHYTBIN . .
HeHTPOMepHI B MeTadase (CHrHAJ N IUIOTHBIA TOYCYHBIH
b dy3HbIHI
ruopuauzanuu pAet6-09, pAwRC)
OpueHTanUsl KHHETOXOPOB (CHTHAJ ounoJsipHas MOHOTIOJISIPHAST
NMMYHOJIOKAIH3AIUH aHTHTEJ K OpHEHTAIINS opuenranus B Ml
CENH3) (tBOVIHOM) (OIMHOYHBIIA)

MeroTndeckas (bosee
KomnakTu3amnusi XpoMocom MHTOTHYECKAS KOPOTKHE, KOMITAKTHBIC B
MI, 6onee naunanbie B MII)

Kore3ust cecTpuHCKHX XpOMAaTH/L (o Bcelt nuHe

(oGmacTh
(curHa;T IMMYHOJIOKAIH3alUH HeHTpOMEpbI) xpoMmocomsbl B M1, o6nactb
anTuten k H3Ser10) pomep niearpomepsl B MII)
Pasnesenne ITo nnevam 110 MeTagazbl Hayaso aHagassl |
CECTPUHCKHUX
XpoMaTHL B paiione neatpomep aHadasza anadasza Il

JIBa MTOCIIETOBATEIHHBIX

Henenue OJTHO JEJICHUE

ACICHUA
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3.2.2. ®opMupoOBaHNe aNNIApaTa JeJieHus1 B Melio3e aMmpUranionios ¢

PEeAYKIIMOHHBIM THIIOM JieJIeHUsI

[ToBegenne XxpoMocoM, OMHCAHHOE paHee, KaK PEeIyKUMOHHBIA TUIl JAETEHUs, OBLIO
HauOosiee xapaktepHo st pacteHud 2R(2D);xR, xoTs BcTpedasnoch y Bcex
amuramionioB B pa3HoM NpoleHTHOM cooTHomenuu (puc. 3.2). IIl BuzyanbHO He
uMeNa Cepbe3HbIX OTIMYMU B Meiouurtax y amduramionoB u Obuia anamorumysna 1l
ponutensckux ¢opm. Ilocime paspymeHus saepHOd 000JOYKM MBI HaOMIOJANIN
Hykieanuio MT BOMM3M KHHETOXOPOB KOHJIEHCHPOBAHHBIX XpomocoM (puc. 3.10 a), B
Metadaze nyuku MT ymmasumucs (puc. 3.10 1), oqHAKO KIIACCHYECKOTO BBICTPaWBaHMS
XpOMOCOM B 3KBAIMOHHOM IJIOCKOCTU HE Mpoucxoauiio. Meradasza xapakrepuzoBaiach
IPpyNIol IJIOTHO PacloNIOKEHHBIX XpOMOCOM B IeHTpe Medouurta (puc. 3.10 a,n).
XpOMOCOMBI B IAaHHOM CiTy4ae ObUIM HOpMaJIbHO KOMIIAKTH30BaHbI, a curaain phH3Serl0
IPUCYTCTBOBAJI MO BCEW JJIMHE XPOMOCOM, KaK M B clyyae MEpBOI0 MEHOTHUYECKOTO
neneHus B Hopme (puc. 3.10 6).

MeiioluTbl, B KOTOPBIX XPOMOCOMBI OBUIM pacHpeleieHbl Ha TPYMIbI, MBI
uaeHTuuIpoBain kak aHadasy (puc. 3.10 6,e). MorHble MyYKku KHHETOXOPHBIX MT
aCCOLMMPOBAIIU APYT C JPYrOM, UX MUHYC-KOHIIBI OBUIM C(POKYCHpPOBAHBI B MOJIFOCHYIO
CTpyKTypy. B »53Tux wMmeiouutax Halmofaluch OY€Hb TOHKHE, CcJIab03aMeTHbIE
eAMHUYHBIC MHTEp30HAIbHBIE MT, TM00 OHHM TOJIHOCTBIO OTCyTCTBOBaIM (puc. 3.10 e).
Kuneroxopusle mnyukn MT pacnpenensnu XpoMOCOMBI IO TpynmnaMm, HMHUTHPYS
pacxXoXJEHUE K IOJcaM. B HEKOTOpeIX ciyyasax koopueHTauuss MT-nyukoB He
IPOUCXOUIIA, U XPOMOCOMBI He o0Opa3oBbiBaiu rpymmbl (puc. 3.10 x). B Ml — Al mbt
HAOJII0/1alT OJIMHOYHBIC TUIOTHBIE TOYEYHBIE CUTHAJIBI MMMYHOJIOKAU3AIUA aHTUTEN K
CENH3, cooTercTByIOIINE 00BEAMHEHHOMY KHHETOXOPY CECTPHUHCKUX XPOMATHI, OT
KOTOpBIX oTXoauwiu nyuku MT, HampaBiieHHble K ofHOMY M3 nontocoB (puc. 3.10 e,x,
3.11 ©6). AHanorM4yHO, HA KaXJOW XPOMOCOME EIUHUYHBIA CHUTHAT THOPUIAU3AINU
[EeHTpoMepHOU mpoOsl PAet6-09 pacmonarancs B 00JacTH MEPBUYHON TEPETSIKKH U

UMel IJIOTHYIO TOYEUHYIO CTPYKTYpY (puc. 3.11 a).
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Pucynok 3.10. IloBenenme xpomocoM u (opMHpOBaHHE ammapara JAeJeHHs B Meio3e
MIIEHUYHO-P)KAHBIX aM(UTaTUIONI0B C PEIYKIIMOHHBIM THIIOM JENEHUS: UMMYHOOKpAaIlIBaHNE
C aHTHTeNaMu K o-TyOynauHy (3enenbiid) u PhH3Ser10 (kpachseiii) (a-r): a) meradasa |,
0) anadasa |, B) meradasza Il, r) TeTpana; "MMyHOOKpaIIUBaHUE C AHTUTEIAMH K O-TYOYyIHHY
(3enennrii) u CENH3 (xpacubiit) (a-m): ja,u) meradasa |, e,x) amadasza |, k1) aHOMambHas
anadaza |, 3,m) Tenodaza |, (u-m) To xe, uro u n-3, DAPI-xanan. Xpomocomsl okparieHs DAPI
(cunwmit), MmacmTabHBIN O0Tpe3oK — 10 MKM.

WNHorpa B MelonMTax BCTPEYAIUCh XPOMOCOMBI C OJHHUM PACTSHYTBIM CUTHAJIOM
antTu-CENH3 nomnepek xpomocoMm, oT kotoporo ¢opmupoBanuch nyuyku MT 1o

HAIpaBJICHUIO K IPOTUBOMNOJOXKHBIM IOJKOCAaM M, Ojarojgapss 3TOMY, XPOMOCOMBI
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pacnojaraniuch Ha sKkBarope. Ha Gonee mo3gHMX CTaaMsIX MPOUCXOIUIIO pa3/esieHHe
TaKUX CUTHAJOB C OOpa3oBaHMEM JBYyX TodeuHbIX (puc. 3.11 B). Pa3nBoenue curnana
COMPOBOXKJAIOCh pa3JeIeHUEeM IUIeYe XpPOMOCOM, HO HE IIEHTPOMEpP CECTPUHCKUX
XpOMaTHI, KOTOPhIE OCTABAINUCH CBA3aHHBIMU JI0 BTOPOTO JejeHus. Takas mokanu3aius
aHTUTEN MOXKET CBUAETEIHCTBOBATH O TOM, yTO B MI B maHHBIX MelonuTax KHHETOXOP
NpeJICTaBIsIeT CO0OM EMUHYI0 CTPYKTYpY, KOTOpas pasiensercs Ha 0ojiee MO3IHUX
cTamusx. Mpl He HaAOMIOZANM KIACCHYECKOW KOHBEPTEHIIMH XPOMOCOM Ha JKBAaTOpE U
M3MEHEHUS MOHOMOJIAPHON OpUeHTaluu Ha OumnossipHyio (peopueHTanuu). Emie omaHoi
OCOOCHHOCTBIO TaKOTO PACXOXKJECHHS XPOMOCOM Oblna 3aZepkka (OTCYTCTBUE)
pasneneHus CeCTpUHCKUX Xxpomatun B Al, maxe y OHUIONSIPHO-OPUEHTHPOBAHHBIX
xpomocom (puc. 3.10 6,e,k,1). Hepenko B Tl Takme XpomMOCOMBI OCTaBajuCh HE
BKJIFOUEHHBIMHU B siipa (00o3HaueHbl ctpenkoit, puc. 3.10 3,m). HecMmoTpsa Ha manoe
KOJIMYECTBO HHTEP30HAIBHBIX MHUKpPOTpyOouek, B Tenodaze | ¢opmupoBaics

HOpMaJIbHBIN (pparmoract (puc. 3.10 3).

Pucynok 3.11. V3MeHeHHe opraHu3anyl U MOBEAEHUS LIEHTPOMEPHOIO pailoHa XpoMOcoM B
MeHolnuTax ¢ peayKuuoHHbIM Tumnom paeneHus: FISH ¢ 3ommamu pAet6-09 (kpacHblil),
cymmapnas JIHK pxwu (3enensrit), meradaza [ (a); ”MMyHOOKpalluBaHHWE C AHTUTENAMH K
a-tyoynuny (3enmensiil) m CENH3 (kpacusrit) (6-r): 6) Al, MOHOTIONSIPHO OPHUEHTHPOBAHHBIN

KHUHEeToXop, B) Al, pasneneHue cecTpuHCKMX KuHeToxopoB, T) MIl, OGunonspHo
OpUEHTUPOBAHHBIM KHHETOXOp. XpoMmocoMbl okpameHsl DAP|  (cuHuil), MacmTaOHbIN
0oTpe30K — 10 MxMm.

(-DOpMI/IpOBaHI/Ie arrmapara ACJICHUA BO BTOPOM JCICHUU Meno3a MMPAKTUYCCKU HEC
OTJIMYAJIOCHh OT TAKOBOI'O B HOPMC. BTOpOC ACJICHUC XapaKTCPU30BaJIOCh O6pa3OBaHI/IeM
6I/IHOJ'I$IpH01"O BEPCTCHA U BLICTPAMBAHUCM XPOMOCOM B BKBaHHOHHOﬁ mIockoctu B Ml |

(puc. 3.10 B, puc. 3.11 r). PacnonoxeHHble Ha 3KBAaTOpPE XPOMOCOMBI HUMEIH IO 2
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curHana CENH3, cooTBeTcTByomume pas3felieHHbIM CECTPUHCKUM KHHETOXOpaM
(puc. 3.11 r). Komnaktuzanuss xpomocomM B MI| Obuta aHajmornyHa KOMIAKTU3ALHMHM B
HOpPMaJIbHOM BTOpOM aejieHun U murose. Curnan phH3Ser10 naGmromasncs B obiactu
IEHTpoMepbl Ha Bcex Xpomocomax (puc. 3.10 B), maumnas c IIlIl u mo TII. Tlocme
pacxoxzeHus cecTpuHCKux Xxpomarua B All mpoucxomuno oOpazoBaHue TeTpas
(puc. 3.10 ).

ComnocTaBiieHne HEKOTOPBIX XapaKTEPHBIX 0COOCHHOCTEN PEIYKIIMOHHOTO JIEIEHUS C
HOpPMaJIbHBIM MUTO30M U MeH030M (Tabi1. 3.2) MO3BOJUIO clieiaTh MPEANONI0KEHUE, YTO
JIeIeHUe B MEHOIUTAX «PEIYKIIMOHHOTO THIIa» MPOXOIUT MO MEHOTHYECKOMY ITyTH C
OTKJIOHCHUsIMU.  [lmeHUYHO-pkaHoe  3amerneHue xpomocoM 2R/2D  ompenensier
dbopMupoBaHHEe TPEUMYIIECTBEHHO MOHOMOJIIPHO-OPHUEHTUPOBAHHBIX XPOMOCOM B
NepBOM JICICHUH, W OTCYTCTBHE OJIOKHPOBAaHWS TIEPBOTO JENEHHUS, HECMOTpS Ha

HECITIOCOOHOCTH XPOMOCOM BBICTPAHMBATLCA B BKBaTOPHaHBHOﬁ IIIIOCKOCTH.

Tadauua 3.2. OCHOBHBIE XapaKTEPUCTUKU MEUOTHYECKOTO JIETCHUS MIICHUYHO-PKAHBIX
aM(UTAILIONIOB C PEAYKIIMOHHBIM TUIIOM JICJICHUS.

XapakTepucTHKA J1eJIeHHs MHUTOTHYECKOe MelioTH4YecKoe
Opranunzanus JJHK B o6;1acTu nenrpomeps! B +
meradase -
OpueHTanusi KHHETOXOPOB _ +
Komnakruszanust xpomMocom _ +
Kore3usi cecTpHHCKHX XpOMaTH/L _ +

HET pa3zieleHus
Pa3nenenne Io neam - B Al
CECTPUHCKHUX
Xpomatuna B paifoHe nieHTpoMep 3 +
Henenne 3 +
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3.2.3. ®opmupoBaHNe aNNapaTa JeJieHus1 B Melio3e aMmpUranionios ¢

PeAYKIIMOHHO+IKBALIMOHHBIM THIIOM JIeJIeHUsI

MelioluThl ¢ PEeayKIMOHHO+IKBAIMOHHBIM THUIIOM JIEJICHUS BCTPEYAIUCh Y
rUOpUI0B BCEX U3yYEHHBIX KOMOMHaIMi ckpenuBanus. CriennuuHoil 0cOOEHHOCTHIO Y
TaKUX MEMOIMTOB SBIISIIOCH PA3IMYHOE MMOBEJCHIE XPOMOCOM B IepBoM Jenenun. B MI
OTHU XPOMOCOMBI BBICTPAaMBAJIWCh B OSKBAaTOPHAIBHOW IUIOCKOCTH, a JpyTHe
pacnpenesuiuch MPOU3BOJIBHBIM 00pa3oM Mexay nomtocamu (puc. 3.12 a,0,m.e). Otu
XPOMOCOMBI HMEJH TIOTHBIE TOUYEYHBIE CUTHAJIBI THOPUAN3ANNN IEHTPOMEPHOTO 30H/Ia
(puc. 3.13 a), a Taxxke oguHOYHBIC ToueuyHbIe curHaibl CENH3, oT koTOphIX oTXOMMIN
nydku MT, opueHTHpOBaHHBIE TOJBKO K OJHOMY u3 TmodtocoB (puc. 3.12 m.e).
XpOMOCOMBI, BHICTPOHMBIIHECS B SKBAIMOHHOH TIOCKOCTH, HMEJH CAlThl THOPUAN3ANAN
30HAa PAet6-09 B Bume HaTAHYTHIX TUG Y3HBIX OPHIIOB, PACIOJIOKEHHBIX TMOIMEpPEK
xpomocoMmsl (puc. 3.13 a). [lanapie XxpoMOoCcOMBI mMenH 110 2 ToyeuHbIx curHama CENH3,
COOTBETCTBYIOUINX PAa3/CJICHHbIM CECTPUHCKUM KHHETOXOpaM, OT KOTOPBIX OTXOJUIIH
MT k npoTtuBomookHBIM noJtocaM (puc. 3.12 na.e). [lo Mepe npoxoxaeHus JeeHus, B
no3aHeit Ml/panneit Al pactsuyreie auddysnsie caittel TuOpuamnzanuu  pPAet6-09
MpEeBpalAINCh B JIBA HE3aBUCUMBIX TOYEUHBIX CHUTHala, 0003HAuas pa3IeTuBIINECS
cectpuHckue 1eHTpomepsl (puc. 3.13 6,8). B Al pacxoxaeHue cecTpUHCKUX XpOMaTHU/T
OT 2KBaTOpa K MOJIOCAM IMPOUCXOAMIO aCHHXPOHHO. OCOOEHHO XOpOIIO 3TO MOKHO
ObL10 3aMeTUTh Ha mpemnaparax FISH ¢ nentpomepo-cnenuduunsiM 30u10M PAEL6-09
(puc. 3.13 6). B panneit Al mbpl HaOMIOgANMM TPYMIBI XPOMOCOM C OJUHOYHBIMH
curHamamu PAet6-09 Ha modrocax MW XPOMOCOMBI B OKBallMOHHOW IJIOCKOCTH,
HaXOJAIMECs] Ha pa3HbIX CTaAUAX pa3JIeJIeHUs CEeCTPUHCKUX XPOMATHA: CHUTHAI
ruOpuIM3aluy  OT pPacTAHYTOro Au(@y3HOro - HAa Hepa3AeNCHHBIX, O IIOTHOTO
TOYEUHOTO - Ha pPa3JeJeHHBIX CECTPUHCKUX xpomaruaax (puc. 3.13 6). Pazmenenue
TuIeYel XpoOMOCOM Takke OBIJI0O ACHHXPOHHBIM, HO HE 3aBHCENI0 OT TOTO, PAacHoaraioTcs
J¥M XpPOMOCOMBI Ha JKBaTope Wi HeT. CHrHall WMMYHOJIOKAIH3aIllMk aHTUTEN K
phH3Ser10, kak m B HOpME, pacHpOCTpaHSIICS Ha BCIO JUIMHY XpoMocoM K MI
(puc 3.12a,6) u mnocreneHHo wucuesan B Al, HaumHas c Tuieuedl. Mexny

PaCoOJIO)KCHHBIMHA Ha J3KBATOPC XpPOMOCOMAaMH, W MTPOU3BOJIBHO PACIpPCACIICHHBIMU
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MCXKAY IIOJXOCAaMH MbI HEC Ha6moz[an1/1 CYIICCTBCHHBIX OTJIMYUH B YCTAaHOBJICHUU HWJIN

ucuesHoBenuu curuano phH3Ser10 B nepeom aenenuu (puc 3.12 6).

Pucynok 3.12. ®opmupoBaHue amnmapara JA€JI€HHs M TOBEICHHE XPOMOCOM B MEHOLHUTax ¢
PEeIyKIIMOHO+IKBAIMOHHBIM ~ THIIOM  JIeJICHHs: HMMMYHOOKpAIIMBaHUE C aHTUTENaMH K
a-tyoynuny (3enmenbiii) u PphH3Ser10 (kpacusiii) (a-r): a) metadasa |, 6) panuss anadasa I,
B) Meradasa |l, r) monuana; UMMyHOOKpAIIMBaHHE C aHTUTEJIAMH K O-TyOyJauHY (3€1eHbIN) U
CENH3 (kpacHbrit) (1-m): 1) metadasa |, e,x) anadasa |, x,1) anadasa I, 3,m) Tenodasa ll, (u-
M) To ke, 4ro U A-3, DAPIl-kanan. Xpomocomsl okpamensl DAPI (cunmii), macimtaOHbIN
oTpe30ok — 10 MKM.
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Pucynoxk 3.13. Opranuzauus ULEHTPOMEpHOM o0jacTh XpoMocoM B MeHouuTax ¢
PEAYKIIMOHO+3KBAIMOHHBIM TUIIOM aenenus: FISH ¢ 3ormamu pAet6-09 (zenensrit), JJTHK pxu
(kpacHblii), a) metadasa I, yacTb XpoOMOCOM PACIIONIOKEHHBIX B SKBALIMOHHOM MJIOCKOCTH UMEIOT
pactsaHyThle aAuddy3Hble calfThl THOPUAM3ALKHU, OCTAJbHBIE - IIJIOTHBIE TOUYEYHBIE CAMTHI
ruOpuu3anuy; 0,8) aHagaza [, XxpoMOCOMBI B 3KBAI[MOHHOMN IVIOCKOCTH AEJATCS Ha XpOMaTUIBI,
ocTaJbHbIe — CIIy4ailHBIM 00pa3oM pacmpeaenstorcs. XpomocoMmbl okpamieHbl DAPI (cunwmit),
MaciITaOHbIN 0Tpe30K — 10 MKM.

Bo BTOpOM AeneHnn Bce XpOMOCOMBI BBICTPAUBAIUCH B SKBAIIMOHHOMN TJIOCKOCTH B
MIl (puc. 3.12 B). KommakTuzaiusi XpoMocoM OblIa aHAJIOTHYHA KOMIMAKTHU3AIMU B
HOpMaJIbHOM BTOpoM JaeneHuu (puc. 3.12 m). B All xpomocomsl, He pa3aenauBIINEcS B
MEPBOM JICTICHUU, PACXOAMINCH K MPOTHUBOIOJIOKHBIM TOJIOCaM, B TO BpeMs Kak
OJIMHOYHBIE XPOMATHUIbI 3a/IeP’KUBAIUCH B SKBALIMOHHOM TUIOCKOCTH (pHUC. 3.12 %,71) U B
koHue TIl HepaBHOMEpPHO pacmpeaensyiuch MEXIy TMOoJcaMu C 00pa30BaHHEM
mukposiep (puc. 3.12 r,3,m). Curman CENH3 nabmronancs B 00y1acTi IIEHTPOMEPHI Ha
Bcex xpomatuaax, HaunHas ¢ [l u mo TIl. PacnonoxxenHsle Ha SKBaTOpEe XPOMOCOMBI
umenu mno 2 cur”Hana CENH3, cooTBeTCTByOmMX pa3JaeNeHHbIM CECTPUHCKUM
kuHeToxopam (puc. 3.12 x). Curran phH3Ser10 jokanu3oBaics TOIBKO HA XPOMOCOMAX,
He pa3fenuBIuxcs B Al, Ha OIMHOYHBIX XpOMaTHIaX CUTHAJI OTCYTCTBOBAI.

dopmupoBaHUe BepeTeHA JIEICHHS B OOJBITMHCTBE CIy4aeB ObLIO OJIM3KO K HOpME.
Hyxneanius MT B obrnact KMHETOXOpPOB MpoucXoauia mocie paspymenus S0, a
MOCIIEAYIOMNUNA X POCT U OOBEAMHEHNE B IyYKH OOpPA30BHIBAIM TOJIOCA OUIIOISIPHOTO
BEepEeTeHa, B TAKUX MEHOIUTAX BCer/ia 00pa3oBBIBANIOCH IIEHTPAIBLHOE BEPETCHO JCICHUS
(puc. 3.12 a,6,1,e).

ComnoctaBrneHne  HEKOTOPBIX  XapaKTePHBIX  OCOOEHHOCTEH  PEeIyKIIMOHHO+

9KBAIlUOHHOT'O ACJICHHA C HOPMAJIbHBIM MENOTUYECKUM M MMTOTHYECKUM JACJICHUEM
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(Tabm. 3.3) mo3BONMIIO CHENaTh MPEANOoIOKEeHHEe, UTO (popMHUpOBaHUE anmnapaTta JeIeHHUs
B MEHOIMTaX «PeIyKIHMOHHOTIKBAIIMOHHOTO THUIMAa» MPOUCXOJIUIO MO MEHOTHYECKOMY

IIyTHU, XOTA U UMCJIO aHOMAJIUU.

Taoéaunma 3.3. OCHOBHbBIE XapaKTEPUCTUKUM MEHUOTUYECKOTO JIEJICHUS MIIEHUYHO-PHKAHBIX
aM(UramionioB ¢ peAyKIIHOHHOIKBAMOHHBIM TUIIOM JETICHUSI.

XapakTepucTHKa JAeJIeHUs MHUTOTHYECKOE MeilloTHYecKoe
Opranmnsanus JJHK B 06;1acTi neHrpomepsl + +

B MeTadase

OpueHTanusi KHHETOXOPOB + +
KoMnakruszanus xpomocom _ +
Kore3usi cecTpuHCKUX XpOMaTH/L _ +
Jenenue _ +

3.2.4. ®DopmupoBaHHe annapara JaeJieHus B Meiio3e aM(PUraniongoB ¢

IKBAIIlMOHHBIM THUIIOM ACJICHUA

DKBaIMOHHBIN THUII JIeJICHUs, HauboJjee yacto Bcrpevaincs y pacteHuit 1RV(1A)xR u
6R(6A)XxR. Ha cragun MI Bce XpoMOCOMBI (32 PEIKUM HCKITIOUCHHEM 2-3 XpOMOCOM)
BBICTPAUBAJIUCh B DKBAIMOHHOW IUIOCKOCTH, He 00pasys OuBaneHThl (puc. 3.14 g,
3.15 a,6). Kaxkxnast xpomocoma umena nBoiinbie curaainsl CENH3, ot koTopsix oTx0oaunu
kuHetoxopHble nmydkn MT k mpoTuBonosiokHbIM montocam (puc. 3.15 a,0). Curnan
ruOpHuIM3aluy IeHTpoMepo-crenupuyaoro 3ouaa PAet6-09 B MI umen pactanytyio
b dy3HYIO0 CTPYKTYpPY U pacroiarajics nornepek XpoMOCOMBI, TaKKe KaK B MUTO3€ WU
MII B Hopme (3.16 a,6). KommakTu3zaius pacrnoiokeHHbIX Ha 3KBATOPE XPOMOCOM ObLia
aHAJOrMYHAa KOMIIAKTH3allMd B HOPMAaJbHOM MEPBOM JEJCHUU Meio3a (puc. 3.15 n).
Kpome Toro, kak u B Hopme, curaan phH3Ser10 nadmroaancs o Bcel JUIMHE XPOMOCOM
B MI (puc. 3.15 1), nocrenenHo ucue3an B Al, HaunHas ¢ mie4yen, COXpaHsICcs TOIbKO B

o0JlacT! LIEHTPOMEp K Hayally, ¥ OJHOCThIO ncuesan K koHuy Tl (puc. 3.15 x,3).



Pucynok 3.14. IloBemeHue XpoMOCOM B MEHWOIUTaX C OJKBAllMOHHBIM THUIIOM JCICHUS:
UMMYHOOKpAIIMBAaHUE C aHTUTENaMH K o-TyOynuHy (3enenwnii) u PhH3Ser10 (kpacHsbrit):
a-r) mpometadasza l, 1) meracdasza |, e) anadaza |, x) Tenmodaza |, 3) nmuaga. XpomMocombl
okpamensl DAPI (cunuii), MactitTaOHbIN 0Tpe3ok — 10 MKM.
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Pucynok 3.15. ApxuTekTypa KHHETOXOpa B Meio3e aM(UTrarionoB ¢ SKBAIMOHHBIM THUIIOM
JIEJICHUs: UIMMYHOOKpAIIIMBaHUE C aHTUTeIaMu K o-TyOynunHy (3enenbiit) u CENH3 (xpacHbrif):
a) meradasa |, 6) pannsis anadasa |, B) anadaza |, r) qauaga, n1-3) To %€, uro u a-r, DAPI-kana.
Xpomocomsbl okpariensl DAPI (cunuit), MacttaGHbIi 0Tpe3ok — 10 MkM.
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Pucynok 3.16. CtpykTypa ueHTpoMepHOW oOsactu xpomocoM B MI y mimeHUYHO-pIKaHBIX

aM(UrarionIoB B MEHOIMTaxX ¢ SKBAMOHHBIM TuUmoM neneHus: FISH ¢ 3ommamu pAet6-09
(3enensrit), IHK pxxu (kpacHsriii) (a,r,m) u € 30a1amMu pAet6-09 (kpacusiit), JIHK pxu (3eneHsbiii)
(0,8): a,0) meradasa |, B) Hayano anadassl |, r) cpenuss anadaza | x) mozmuss anadaza |.
Xpomocomsl okpameHsl DAPI (cunuit), MmacmrabHbIi 0Tpe3ok — 10 MKM.

B HekoTophix ciywasx B panHedl Al mbl HaOmogamu Hayano pacxoKIEHHUS K
MPOTUBOTOJIOKHBIM TMOTIOCAaM, TIPEAMOIOKHUTENBHO, P>KaHbIX TOMOJIOTOB (puc. 3.15 6,¢).
JlanHble xpoMocoMbl uMenM caBoeHHb curHan CENH3, coorBercTByromuii
0o0BbeMHEHHBIM CEeCTPUHCKUM KuHeToxopaMm (puc. 3.15 6). [locne paznenenuss B Al
(puc. 3.14 e, 3.15 B,K) CECTpPUHCKHE XPOMATHIbl OTXOJWJIM K Pa3HbIM IOIIOCAM C
oOpazoBaHueM Juaja U BeIXOAOM M3 Meio3a (puc. 3.14 3, 3.15 r,3). [lockonbky Ha
npernapatax, IMOJIYYeHHbIX TIPU OKpAIIMBAHWU AlETOKAPMHHOM, CpEOu TeTpaj

HaOmroAamuch Auansl (puc. 3.1 ), MOXKHO HPEINOJIO0XKHUTh, YTO MOCIE SKBAIIMOHHOTO
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TUIA JeJIEHUs MPOUCXOAUII0 OJOKUPOBAHHUE BTOPOTO JieJeHHs Meio3a. Jloka3aTenbcTBOM
OJIOKMPOBAHMSI BTOPOTO JCJICHUS SBIISLIOCH TAKXKE OTCYTCTBHUE CHUTHAJIOB TMOpUIU3AINU
phH3Ser10 B meitorutax Ha craguu TI, HaXoaAIMXCA CPEAU KIETOK BO BTOPOM JICJICHUU
Merio3a (puc. 3.17 €), ¥ aBBTOHOMHOCTh MEHOITUTOB Ha ATOM CTauH.

B MeiliommTax ¢ SKBAalMOHHO  PAacXOJSIIMMHCS  XPOMOCOMaMH  BCErjia
dbopMupOBaIOCE HOPMANBEHO (YHKIMOHHUPYIOUIEE OWIOISIPHOE BEPETEHO JIeJICHUS.
Hyxneaunss MT HauMHanack BO3JIe XpOMOCOM YK€ HaxOJSALIUXCS B 00JIaCTU 3KBaTOpa.
3atem mpoucxomun poct MT or kuHeTOXOpoB, cdhopmMupoBaHHble Tydkd MT
KOHBEPTUPOBAIM  MHHYC-KOHIIAaMH ¥ OOpa30BBIBAJIOCH  OUIOJSPHOE  BEPETEHO
(puc. 3.14 B,r). B Takux meionuTax XpOMOCOMBI HE TMOJBEPraliuCh PEOPUEHTAIMH C
MOHOIIOJIIPHON Ha OunossipHyo. MHorma Hamu ObUIM OOHApYKEHBI OWITOJISPHO-
OPUECHTHPOBAHHBIC BEPETEHA C HEKOHBEPTeHTHBIMH TModtocamu (puc. 3.14 1), dro
ABJISIETCS] OTJIMYUTEIbHON XapaKTEPUCTUKON MUTOTUYECKOTO BEPETEHA.

OCHOBHBIE XapaKTEPUCTUKHA HSKBALMOHHOTO THMA JEJIEHHUS COOTBETCTBOBAIU
MUTOTHYECKUM, 332 HCKIIOYEHHUEM KOMIIAKTU3ALMK XPOMOCOM M pPacIpOCTPaHEHHS
curnana phH3Ser10 nHa Bcio mimHy xpomocoMm (tabn. 3.4). M3 dvero ObLIO CACIAHO
MPEIoIoKeHHe, 4To (OPMUPOBAHME ammapara JEJICHUS B MEHOIMTaX «IKBAIIHOHHOTO
TUMA» TPOUCXOJWIIO [0 MHUTOTHYECKOMY INIYyTH C HEKOTOPBIMH HCKIIOUYECHHUSIMH,

KaCaromMnMHUCs OpraHu3alni XpoOMOCOM.

Taﬁ.lmua 3.4. OcHoBHBIC XapaKTCPUCTHUKU MEHOTHYECKOTO ACICHUS NIIEHUYHO-PIKAHBIX
aM(l)I/IFaHJ'IOI/II[OB C OKBAllMOHHBIM THUIIOM IOCJICHU.

XapakTepucTHKa JeJIeHUs MHUTOTHYECKOe MeiloTHYecKoe
Opranunzanus JJHK B 06;1acTu neHrpomepsl +
B MeTada3se -
OpueHTanusi KHHETOXOPOB + _
KoMnakrusauus xpomocom _ +
Kore3usi cecTpuHCKHX XpOMaTH/L _ +
+, HET BTOPOIO

Jenenue

JeTIeHUs -
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3.2.5. ®opmupoBaHNe annapara JejieHus1 B Melioze aMQUranjionios ¢

0JIOKMPOBaHHEM NMEPBOTO JeJIeHUs Meiio3a

Haubonpiee 4ymucio MeMONMTOB ¢ MOHOIOJSPHBIM BEPETEHOM MbI HaOMIOAANN Y
gactTuyHo (epTrwibHbIXx THOpHI0B SR(BD)XR, 1 B MeHbIIEM KOJIHYECTBE y THOPHUIOB
1RV(1A)XR, 5R(5A)xR, 6R(6A)xR, onnako y pacrenuii 2R(2D);xR obpa3oBaHue TaKux
BepeTeH He npoucxoawsio. OOpa3oBaHue (UIypbl Kpyra C IJIOTHO PacloSI0KEHHBIMU
xpomMocomMaMu W Hykieauus MT Bo3ige XpoMOocoM HIEHTHU(UUIHUPOBAIACH KaK
npometadasa | (puc. 3.17 a). [lo3nHee 110 MHTEHCUBHOE 00pa3oBaHUE KMHETOXOPHBIX
nyukoB MT, wHanpaBieHHbix xaotuyHo (puc. 3.17 6). 3arem o00pa3oBbIBaIaCh
KOHCTPYKIIUS U3 TMOJN3YIIUX BBEPX XPOMOCOM — «IUIANA», B KOTOpou myyku MT Obuin
OpPUEHTHpPOBaHBI B OJAHY cTopoHy (puc. 3.17 B,r). Kuneroxopusie mnyuku MT
dboxycupoBanuch ¢ 0Opa30BaHWEM MOHOIOJSPHOIO BepeTeHa. XPOMOCOMBI HUMENHU
omuHounsle curHaasl CENH3 (puc. 3.18 a,0) W TmIOTHBIE TOYEYHBIE CHUTHAJBI
ruOpuan3anuu 1eHTpoMepHoro 3ouaa PAet6-09 (puc. 3.19). bonee mo3gHue craguu
conpoBoXaanuch paspymenneM MT BepeTeHa, pa3ieleHueM CECTPUHCKUX KHHETOXOPOB
(puc. 3.17 m), u orcyTcTBUEM 0OpazoBaHus ¢parMoruiacta. B KoHIIe MepBOTO JEICHHUS
MPOUCXOAWIA Je30praHu3anus MoHomnossipHoro BepereHa (MT) u aexoMmakTU3alus
XpOMOCOM, IPUBOIALIAs K (QOPMUPOBAHUIO OJHOTO HEPEAYLIUPOBAHOIO SAIpa.

Hauvano BTOpOro NeneHHs COMPOBOXKAAIOCH (8 NOVO KOMITAKTH3AIMEeH XPOMOCOM,
dbochopunupoBanre ructoHa H3Ser10 npoucxonuno B MpUIEHTPOMEPHON 00J1aCTH, YTO
JETEKTUPOBAJIOCh HAJTUYMEM CABOEHHBIX TOUYEUHBIX CUTHAJIOB UMMYHOJIOKAJIM3ALHUU Ha
HeHTpoMepax cecTpuHckux xpomatun (puc. 3.17 e). B IIll B obGmactu xpomocom
npoucxoamna coopka MT (puc. 3.17 k), KOTOpbIE 3aTeM YIJIUHSINCH, COMUXKAIUCH C
oOpa3oBaHuEeM OWIIOISIPHOTO KOHBEPTEHTHOTO BepeTeHa aenenus (puc. 3.17 3,u). B Ml
BCE XPOMOCOMBI BBICTPAWBAJIUCh B SKBAIlMOHHOM miockoctu (puc. 3.17 k, 3.18 B) u
MMENM KOMITAKTU3aI10, COOTBETCTBYIOIIYI0 HOPMaJlbHOMY BTOPOMY JEJIEHUIO Meilo3a
(puc. 3.18 x). B obmacTu 1eHTpOMEPHI PACTOIOKEHHBIX HAa IKBATOPE XPOMOCOM MBI
HaOmonanun no nBa curHana CENH3, oOpamieHHBIX K MPOTHUBOIOJIONKHBIM IOJFOCAM
(puc. 3.18 B). JlaHHBIE XPOMOCOMBI TaKXK€ XapaKTePU30BAJIUCh IIEHTPOMEPHOI
nokanu3armert curHana phH3Serl0 (puc. 3.17 k). Ilocrme paszmeneHuss CECTPUHCKHX

xpomatua B All (puc. 3.17 1), nenenue 3aBepmanock obpazoBanueM quai (puc. 3.17 m).



Pucynok 3.17. IloBeneHnue xpoMocoM B MeHoIUTax ¢ OJIOKHPOBAaHUEM MEPBOrO JAEICHUS Y
MIIEHUYHO-P)KAHbIX aM(UTrarionioB: HMMMYHOOKpAIllMBaHWE C AaHTUTENaMH K O-TYOYJIHHY
(3enensiii) u phH3Ser10 (xpacHsiit), a,0) npodasa |, B) metadasa | (Bux causy), r) metadasa |
(Bup cBepxy), n) Tenodasa |, e-3) npodaza ll, u) mpomeradasa Il, k) meradaza I, 1) anadasa Il,
M) tenodasa ll. Xpomocomsl okpamensl DAPI (cunwmii), macitabHbIi oTpe3ok — 10 MKM.



Pucynok 3.18. ApxurekTypa KHMHETOXOpa B MeHoLuTax ¢ OJOKHPOBAHHEM MEPBOTO JIEIECHUS
Mei03a: IMMYHOOKpAIlMBaHUE C aHTUTENaMu K o-TyOynuHy (3enenslii) 1 CENH3 (xpacHblit):
a) mpodasa |, 6) npomeradasa |, B) meradasa |, r) pannss u cpennss anadasa I, 1-3) To xe, uto
u a-T, DAPI-kanan. Xpomocomsl okparieasl DAPI (cunuit), macitaOHbIi 0Tpe3ok — 10 MKM.
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Pucynok 3.19. Opranuzanus 1ieHTpoMepHoi obsiactu B MI B MelonuTax MIIEHUIHO-PIKAHBIX
amQuramionioB ¢ OJOKMpOBaHMEM TepBoro jaeieHus mero3a: FISH c 3ommamm pAet6-09
(3enensrit), IHK pxu (kpacHslif). Xpomocomsl okpaiieHsl DAPI (cunwmii).

HecMoTps Ha TO, YTO KOMITaKTH3alUsl XPOMOCOM M opraHu3auus kuHetoxopa B MI
COOTBETCTBOBAIM MEHOTHYECKUM, (pOpMHpOBaHME ammapara JejIeHHs B MeHonurTax «C
OJIOKMPOBAHHMEM IEPBOTO JIETIEHUSN» ABIISIIOCH YHUKAIBHBIM M OTJIMYAJIOCh U OT MUTO34,

n OoT Me17103a, IIOCKOJIBKY B IICPBOM ACJIICHHHU OTCYTCTBOBAJIO PACXOKIACHHUC XPOMOCOM H

dbopMHupOBaAIOCH MOHOTIOJISIPHOE BepeTeHo (Tabi. 3.5).

Taﬁ.lmua 3.5. OcHoBHBIE XapPaAKTCPUCTUKU TICPBOI'O MEHOTHYECKOTO JASJeHHS IIIEHUYHO-

P?KaHbIX aM(l)I/Il"aHJIOI/I)IOB C 6HOKI/Ip0BaHI/IeM TIEpBOro ACJICHUA.

XapakrepucTHKa JAeJIeHus MHTOTHYECKOe MeloTHYeCKoe
Oprannsanus JJTHK B o0s1acTn nenTpoMepsl +

B MeTadaze -

OpueHTaNUs1 KHHETOXOPOB _ +
KoMnakruszauus xpomocom _ +
Kore3usi cecTpuHCKHX XpOMaTH/L +

Henenune

010K MEpBOro ACJICHUA
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3.3. AHas1u3 pepTHIBHOCTH NMIIEHUYHO-PKAHBIX THOpuaoB F; n F

Cpeu MIIEHUYHO-PIKAHBIX THOPHUIOB MEPBOTO MOKOJICHHUS, TIOJIYUCHHBIX C y4aCTHEM
3aMCICHHBIX JHHUHA © copra mimeHunbl CaparoBckas 29, ObLIO TMONyYeHO MO 2
¢deprunbhbix pactenuss F; C29xR u 1Rv(1A)xXR, omno - S5R(5D)xR u 4 - 6R(6A)XR.
JlaHHBIC pacTEHUS Pa3IMYaIMCh MEXAy COOOW MO YHCIy 3aBS3aBINUXCSA 3€PEH U HMX

BCXOKECTH, a TAKXKE MO PEPTUILHOCTH UX MOTOMCTBA - pacTeHuit F, (tads. 3.6, 3.7).

Tadauua 3.6. KonrdecTBo 3epeH, 3aBsA3aBIIMXCS Y MIICHUYHO-P)KaHBIX THOPUI0B Fi.

['uOpunHas koMOMHALINS Ne pactenus Fq KonnyecTBo 3epeH ¢ pacTeHus
45-8 8
C29xR

45-12 1
5R(5D)xR 95-26 2
4-7 6

1RV(1A)XR
4-3 5
9-2 12
9-1 13

6R(6A)XR
9-5 1
9-9 9

Pacrenus 45-8 u 45-12 rubpunos C29xR 3aBsizanu 8§ u 1 3epHO, COOTBETCTBEHHO.
Yerbipe yacTuuHo camodepTwibHbIX THOpuna 6R(6A)XR 3HAYUTENBHO OTIIMYAIUCH IO
YUCTy 3aBsi3aBmKXcs 3epeH — oT 1 10 13 (tabmn. 3.6). lllecTs u naTh 3epeH 3aBA3aTUCh HA
rubpuaax 4-7, 4-3 1RV(1A)XR u nBa y rubpuaa 95-26 5R(5D)xR.

VY pactenuit Ne45-12 (C29xR), u Ne9-5 (6R(6A)xR) ObuI0 MONTYy4YeHO TIPOAYKTHBHOE
MOTOMCTBO F,, TIpM caMOONBUIGHMH KOTOPBIX 3aBsizasiock 79 u 139 3epeH,
cooTBeTcTBeHHO. Ilpm camoomnbuienun pactenus Ne95-26 (5R(5D)xR) 3aBszamoch 2
3epHa, U3 KOTOPbIX ObUIM TMOJIydeHbl ¢epTuibHble pacTeHuss Ne69-1 u Ne69-2, Ha
KOTOpBIX 3aBs3asioch 70 m 26 3epeH, cOOTBETCTBEHHO. Y pacteHuid Ned-7 u No4-3
(1RV(1A)XR) 3aBsizayioch TPUMEPHO OJMHAKOBOE YHUCIIO 3epeH (6 W 5), OJHAKO OHHU

Pa3IN4aInuChb 11O BCXOKCCTHU U (bepTI/IJ'IbHOCTI/I IIOTOMKOB F2. IToToMKH OT CaMOOIBIIICHUS
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pactenuii Ne4-3 Bce ObUTH KM3HECTIOCOOHBI M (DePTUIIBHBI, B TO BpeMs Kak U3 6 3epeH,

MOJIYYEHHBIX [IPH CAaMOONbIIEHUH pacTeHus: Ne4-7, B3011JI0 TOJIBKO 2 pacTEHUS.

Tabauua 3.7. KonuyecTBo 1 Macca 3epeH, 3aBA3aBUIMXCS Y MIIEHUYHO-PXKaHBIX THOPHIIOB Fo.

['nGpuaz KonmuecTBo 3epeH ¢
KOMOHWHAIIHsI/HOMED Ne pacrenns F Macca 1000 3epeH (rp)
pactenus Fq pacTeHuA
3-1 8 38.75
3-2 3 43.33
C29xR/45-8 3-3 2 25
3-4 21 56.19
3-5 0 0
C29xR/45-12 4-1 79 30.76
69-1 70 30.91
5R(5D)xR/95-26 69-2 26 30.00
6-1 6 21.67
1RV(1A)xXR/4-7 6.2 20 265
7-1 5 26
7-2 9 18.89
1RV(1A)xR/4-3 7-3 126 23.17
7-4 320 26.38
7-5 67 18.36
8-1 6 30
8-2 8 30
6R(6A)xR/9-2 8-3 13 37.69
8-4 0 0
8-5 0 0
9-1 0 0
9-2 10 39
6R(6A)xR/9-1 9-3 7 34.29
9-4 18 35.56
9-5 0 0
6R(6A)XR/9-5 10-1 139 52.3
11-1 0 0
11-2 0 0
6R(6A)xR/9-9 11-3 5 26
11-4 11 38.18
11-5 9 42.22

Pacrennst Ned5-8 (C29xR), Ne9-2, Ne9-1 u Ne9-9 (6R(6A)xR) ornuuanuce Goiee
BBICOKOH (pepTUIIBHOCTBIO, OTHOCHUTENBbHO Apyrux pacteHuit F; (8-12 3epen, mo

CpaBHEHHIO C 1-6), OHAKO XapaKTepU30BaINCh BaApHAOEIHHOCTHIO TI0 BCXOXKECTU 3€PEH
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S u3 8 5Su3 12, 5u3 13 u 5 u3 9, cOOTBETCTBEHHO) U (DEPTUIHHOCTH MOTOMKOB OT
camoonsiieHust (ot 0 mo 21). Ilpu camoomsuiennu pacrenuii 2R(2D);xR cemena He
00pa30BBIBAINCH, T.€. JAHHBIEC MIIEHUYHO-PKaHbIEe aM(pUTAIIONIbI ObUTH CTEPHUIIbHBI.

[Totromku F, OT camoornbuIeHNs MIIEHUYHO-PKAaHbIX aM()UTarIon10B OTIUYAIUCH T10
YyHUCIly 00pa30BaHHBIX 3€PEH: OT IMOJHOIO OTCYTCTBUS (CTepwiibHOCTH) 10 320 3epeH ¢
omHoro pactenus (tabn. 3.7). Jnsa F, pactenuit C29xR Habmromanocs oOpaszoBanue 72
3epeH y notoMkoB pacteHust Ned5-12 u ot 0 mo 21 y moromkoB pacreHust Ne45-8.
MaxkcumManpHasi BapuaOelNbHOCTh [0 YHUCIY OOpa30BaHHBIX 3€peH HaOmoAanach y
notoMkoB pacteHus Ned-3 1Rv(1A)xR u cocraBmsma ot 5 mo 320 3epeH ¢ pacTeHUs.
HauOoubimee yrcio 3epeH ObLIO TOaydeHo y pacteHuit F, Ne7-3, No7-4 (1RV(1A)XR) u
Nel0-1 (6R(6A)xR) paBroe 126, 320 u 139, uTo BO MHOTO pa3 MPEBHIIIANIO MOKa3aHHOE
JUISL POIUTENBCKUX PACTEHUH YHMCIIO 3aBs3aBIIMXCA 3epeH (Tadma. 3.6, 3.7).

Macca 1000 3epeH BapbHUpoBaJia KaK MEXAy MOTOMKAMHU Pa3HbIX THOPUIOB - OT
18.36 rp y pactrenust Ne7-5, no 56.19 rp y pacrenust Ne3-4, tak u MeXJy NOTOMKAMU
OJIHOTO pacTeHust — oT 25 rp no 65.19 rp y nmoromkoB F, amdurammonga C29xR.
I'mopunnas xomOumnanus 1RV(LA)XR mnpuBomuna k 00pa30BaHUIO MEIKHX 3€PEH
OBAJIBHO-Y/UTHHEHHOU (DOPMBI C TEMHO-KPACHOM OKPACKOW MEpUKapIHs, B TO BpeMs Kak
xomOuHanus 6R(6A)XR xapaktepu3oBaiach 00pa30BaHUEM 3€PEH CPEIHCH BEIUYHUHBI C
KpacCHOM OKpAacKo#l mepukapmnus y Bcex pacTeHui, kpome Nell-3 (kpacHble, MENIKHUE) U
pacternst NelO-1 (Gemble, kpymHBIE). Y MOTOMKOB F, OT camoombiieHUs pacTeHus
SR(5D)xR 3epHa Obliu cpenHel BETWYMHBI, UMEIM OBAJIBbHO-YUIMHEHHYIO (GOopMy U
KPacHYI0 WJIM TEMHO-KpPacHyK OKpacky nepukaprnusa. CKpemuBaHHUE MUIEHUIBI COpTa
CapatoBckas 29 ¢ poxblo IPUBOIMIO K HAMOObIIEH BapuabeIbHOCTH 110 pa3Mepy 3epeH

ot Menkux y pactenust Ne3-3 1o kpynssix y Ne3-4 (tabu. 3.7).

Tab6auna 3.8. Macca 1000 3epeH y MCXOIHBIX POAUTENBCKUX JIMHUM TIIEHULIBI

Pactenue Macca 1000 3epeH (rp)
C29 37.5
5R(5D) 28.4
1Rv(1A) 32.8
6R(6A) 40.7




Pucynok 3.20. Paznmunst GopMbl 1 OKpacKu 3epeH, 3aBsi3aBIINECS Y POIUTENBCKUX (HopM (a-B) U
y pacTeHmid F, TIOKOJNEHWS OT CaMOOMBUICHHS MIICHUYHO-pXKaHbIX ruopugoB C29XR,
1RV(1A)XR, 6R(6A)XR (r-e): a) C29 6) 1RV(1A) B) 6R(6A), r) Ne4-1, 1) Ne7-4, ) Nel10-1.

Takum 00pa3om, Mbl HAOMIOAAIM IHIUPOKYI0 BapuaOEIbHOCTH IO CHOCOOHOCTH
00pa3oBbIBaTh CEMEHA, U, COOTBETCTBEHHO, (DePTIIIHHOCTH aM(HUAUTLIONIHBIX TTOTOMKOB
F, oTHOocuTenbHO POAUTENHCKUX (OPM, a TaKkKe BapuaOEIBLHOCTh ArPOHOMUYECKHUX
XapaKTepUCTUK 3€pHA, YTO MOXKET OBITh CBSI3aHO C peopraHu3aluell TeHOMa IpHU
nosummionau3anui. CTOUT OTMETHUTh, YTO PEOpTaHH3allusl, MO-BUAUMOMY, 3aBUCEIa OT
TEHOTHUIA PACTEHUN, WU TPOXOJMWJIa CXOJHBIM 00pa3oM y pacTeHUW OJHON THOPUIHOU
KOMOHMHAIIMHM, YTO BBIPAXAIOCh B CXOXKECTH (PEHOTUIIA 3€peH y TMOTOMKOB OJHOTO

pacTeHusl.
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I'naBa 4. OBCYXXJIEHUE

4.1. 'eneTnuyeckasi peryJsinusi peCTUTYIUH Y MIIEHUYHO-PKAHBIX THOPUI0B

Y  nmeHunsl  ONpeNesieHO0 M KapTUPOBAHO  HE3HAYUTENbHOE  KOJIMYECTBO
MEHOTHYECKUX T'€HOB. BOJIBIIMHCTBO M3BECTHBIX T'€HOB, (DYHKIIMOHUPYIOIIUX B MeEHO03e,
JIOKaJIM30BaHO y JUIUIOMAHBIX PAacTeHHM puca, KyKypyssl, apadbuuporncuca [Consiglio et
al., 2004; Jenkins et al., 2008; Nannas, Dawe, 2015] u pxwu [Cocauxuna, Muxainosa,
2005], niast KOTOpPBIX MMOJYy4eHbl MOHOT'€HHBIE MeHOTHYeckue MyTaHThl. Kpome Toro,
MOJIMIJIOUIHBIM CTATyC MIIEHUIbI, OCIOXKHSIET MPOBEACHUE OLEHKHU SKCIPECCUU T'€HOB
[Fu et al., 2016]. Mcnoap3oBaHuEe JHMHHIA C 3aMEIICHUEM XPOMOCOM IMIICHHUIIBI Ha
qyKEpOJAHBIE TOMEOJIOTUYHBIE MOKET MO3BOJIUTH CY3UTh MOUCK T€HOB, YUaCTBYIOIIUX B
TEeHETUYECKON PETYISIIIUU PECTUTYIIMU Y THOPUIOB, A0 OIMpPENeIeHHBIX XpoMocoM [Xu,
Joppa, 1995, 2000; CwuikoBa u ap., 2009; Silkova et al., 2011]. Hanpumep, ckpeniuBanue
TeTparuionHoi mmenunbl copta Langdon (LDN) ¢ 3amemenuem 5D(5B) ¢ poxbio S.
cereale L. copra Gazelle u srmnonicom Ae. tauschii Coss. muaun RL41750 npuBoauio
YBEJIMUEHUIO CIIAPUBAHUSI TOMEOJOTUYHBIX XPOMOCOM U TMOAABJICHUIO PECTUTYLUH [Xu,
Joppa, 2000]. Ha mmmuHOM 1ieue 5B xpomocombl pacmosiokeH Jjokyc Phl,
WHAKTUBAIIUSI/OTCYTCTBHE KOTOPOTO HE KoMIeHcupyercs HanuuueM SA u 5D xpomocom
[Riley et al., 1966, Sears, 1972; Chen et al., 1994], uro MOXeT 00BACHUTH TaKOH IPPEKT.
Ha nacToAmuii MOMEHT MOKa3aHO, YTO peanu3alusl PeCTUTYLHH uYepe3 OJIOKUpOBaHUE
neporo aenenus (FDR c obpa3zoBanumem pectutynmoHHoro siapa B MI) y rubpumon
TeTpamioniHoi neHunsl LDN MoXeT onpenensTeesi reHaMH, paclioyioKeHHbIMU Ha 4A
XpOMOCOME, TOCKOJbKY 3aMelleHHe JaHHOW XpomocoMbl Ha 4D mnpuBoauno «
nonapieHnto FDR-pecTuTyliuu M CTEPUIIBHOCTH THOPUIOB TMPH CKPEUUBAHWUU JIMHUU
KaK C 3THJIONCOM, TaK U ¢ poxkbio [Xu, Joppa, 2000]. C npyroii cTOpoHbI, i THOPUIOB
T. turgidum-L. muauit AS313 u AS2255 ¢ Ae. tauschii Coss. obpasma AS60 ObLIO
nokaszaHo Hanuuue QTL, accommupoBaHHBIX ¢ pectuTyuuei, Ha 3B (cunpHblil) 1 2A

(cnmaOwrit) xpomocomax [Hao et al., 2014].



99

B nanHoii paboTe MCHONB30BAIUCH PA3JIMYHBIE 3aMEIICHUS XPOMOCOM JUIS
UCCIEAOBAaHUS  PETYJSIMUU  PECTUTYUMH Yy  TIICHUYHO-PXKAHBIX  THOPHJIOB.
Awmpurammonspl ¢ 3aMernendem  2R/2D XxapaKTepH30BaIMCh  MPEUMYIIECTBEHHO
PEAYKIIMOHHBIM PacXOXKICHHEM XpPOMOCOM H oOpa3zoBaHueM TeTpan B konme T1I.
CrnenoBareiabHO, MOXHO HPEANOJIOKHTb, YTO OTCYTCTBHE XpoMOcOMbI 2D B renome
NIICHUYHO-PKAHBIX aM(UraruionJ0B NPUBOIUT K MOJABICHUIO PECTUTYIIMHU, a TaKXKe,
YTO JIaHHasg XpOMOCOMa HECET I'€H WM T'E€Hbl, y4acTBYIOLIUE B ee peryasiuuu. OgHako
HY>KHO YYHUTBIBATh HE TOJBKO OTCYTCTBHE XpOMOCOMBI 2D, HO M Hamu4Me ABYX p>KaHBIX
xpomocoM 2R (oaHa OT 3aMEIEHHOW JIMHWH, a JApyras U3 IreHOMa PiKu), Kaxaas u3
KOTOPBIX MOXET HECTH pa3Hble I TMPEJIoJiaraeMoro TeHa (TMOCKOIBbKY POXb -
nepekpectHuk). Tak, mis rudpuaoB 2R(2D)3;XR Obu1o moka3zaHo JIHIE HE3HAYUTEIHHOE
YBEJIMUEHUE YHUCIIA MEHOLUUTOB C PEAYKIMOHHBIM THUIIOM JI€JI€HUS, OTHOCUTEIBHO
KOHTpoJbHBIX pacteHuit C29xR [Silkova et al., 2011], 4uro roBOpUT O BKiIaIE B
PETYISILIMIO PECTUTYLIMU TAK)KE TEHOB, pacloioKeHHbIX Ha 2R xpomocome. Kpome Toro,
B PEryJsilIUU PEeCTUTYIHMH MOTYT y4acTBOBAaTh W T'e€HBI, Haxoxsmuecs Ha 2A w/unu 2B
xpomocoMax. Hampumep, y ruOpuioB AMCOMHO-3aMEUIEHHOW TETPAIJIONIHON MIICHUIIbI
T. turgidum L. ¢ poxsto S. cereale L. copra Gazelle u srunoncom Ae. tauschii Coss.
obpasnia RL4175 orcyrcTBue pectutynuu u dopmupoBanue Tetpan B 11l mo-paznomy
nposBisuioch mpu 3amenieHusx 2D/2A u 2D/2B, a Takke OTIMYANOCh MO JaHHBIM
XapaKTEPUCTUKAM OT KOHTPOJIbHbIX pactenuil [Xu, Joppa, 2000]. MakcumanbHbII
3¢ (deKT MoAaBlieHNs PECTUTYLUUHU (BBICOKUN NPOUEHT TeTpaa - 94.5%, Huskuil nuag —
3%) TposBISIICS y THOPUIOB C POXKBIO, B TEHOTHIIE KOTOPHIX XpoMocoma 2A Oblia
3amerneHa Ha 2D, a 3amemmenue 2D/2B umerno 6onee cnadbiii 3¢ dext (71% u 20%), B T0
Bpemsi kak ckpemmBaHue LDNXGazelle (koHTponb) HE TPHUBOIWIO K TOJABICHUIO
pectutyuu u crepuinbHOCcTH (41% 1 53% nuax). VI3 yero MOXHO cAenath BBIBOA, YTO
2A, 2B u 2D BHOCST pa3au4HbIi 10 CUJIE BKJIAJ B PETYIISIUIO PECTUTYIIUU (TIOJIaBJICHHE
pectutyuuu: 2D > 2B > 2A). JlanHoe npeanonaokKeHne BEpHO TaKKe U ISl THOPHIIOB C
Ae. tauschii Coss.: xomOunanus 2D(2A)XRL41750 mpuBoania K yBETHMUCHHIO YHCIIA
TeTpax W CcHWKeHuro uucia auan (72% wu 16.5%, cOOTBETCTBEHHO), KOMOWHAIUS
2D(2B)xRL41750 umena Oonee cnadbiii adpdexr (52.5% u 32.5%), B TO BpeMms Kak
ckpemuBanne LDNXRL41750 cnocoOctBoBasio pectutyuuu (tonbko 16.5% terpan u

56.6% nmam). M3 wero Ttakxke ciemyeT, 4to reHoTHn pxku copta Gazelle mnpwm
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ckpemmBanuu ¢ nmenuned LDN muaynupoBan nonaBieHue pecTUTYUMH B OOJbIIEH
crernieHn, 4eM reHotun oopasa RL4175 Ae. tauschii Coss. B cirydae nmmeHHYHO-PKAHBIX
ruopugoB 2R(2D);XR orcyrctBue 2D u Hammume 2R XpoMocoM TIPUBOIUT K
MOJIaBJICHUIO PECTUTYIIMH U YBEIMYCHHUIO pelyKUHOHHOTo Tuna aenenus (Oonee 80%).
Takum 00pazoM, XpOMOCOMBI 2-Oi TOMEOJOTMYHOM TpPYNIbl HECYT T'€H WIH TE€HBI,
YYacTBYIOIIME B PETYISUUUA PECTUTYUUH Yy TuOpuaoB mnmeHubl. [lockoiabky B
MEHOLMTAaX C PEAYKIMOHHBIM THUIIOM aeneHus y rudpunoB 2R(2D);XR Habmronaercs
TOJILKO MOHOIIOJIIpHAs OPUEHTAIMS KMHETOXOPOB, MOXKHO MPEINOJIOKHUTh, YTO T'EHBI,
pPACIIOJIOKEHHBIE HAa XpOMOCOMax 2-OM TOMEOJIOTMYHOM TIpYINbl Yy4acTBYIOT B
OTIpe/IeICHUH MEHOTHUECKON apXUTEKTYPbl KHHETOXOPA.

B oriuuwne ot 3amemenus 2R/2D, 3amemenus 1RV/1IA u 6R/6A xapakrepusyrorcs
3HAYUTETHPHO MEHBIIUM YHUCIOM MEHOIHMTOB C PEIyKIMOHHBIM THIIOM JEICHUS
xpomocoM B MI (menee 50%, no cpaBuenuto ¢ 83.5% y 2R(2D);XR) u yBenuuenuem
MEUOIIMTOB C SKBallMOHHBIM TuroM neneHust (Oonee 30% mo cpaBHeHuto ¢ 4.2% y
2R(2D);xR), a Takke wdactuuHOW (epTribHOCTRIO. ClemoBaTeNbHO, 3aMEIICHUE
xpoMocoM 1A u 6A Ha TOMEOJIOTUYHBIE UM P3KaHbIE XPOMOCOMBI CITOCOOHO MPUBOIUTH K
YBEJIMYCHNUIO DJKBAIlMOHHOTO PACXOXKJIEHHS XpOMOCOM Y aM@uramiousoB. Takum
00pa3oM, MOKHO TPEATNOJIOKUTh, YTO XPOMOCOMBI 1-0i U 6-0lf TOMEOJOTHYHBIX TPy
HECYT T€HbI, CIIOCOOHBIC BIUSITH Ha pecTUTylHIO. PaHee B Hamieil sabopatopuu ObLIO
YCTQHOBJIEHO, YTO NpPHU THOPUAM3ALMU JHUCOMHO-3aMEUICHHBIX JIMHUHA MIICHULBI
1Rv(1A), 1Ron(1A) ¢ poxbio, TonbKo 3amenieHrne 1RV/1IA npuBoauIIo K T0CTOBEPHOMY
YBEIMYCHUIO SKBAIIMOHHOTO pazzaencHus xpomocoM [Silkova et al., 2011], uyto roBopur o
NPEMMYIIECTBEHHOM BKJaae TeHoB IR Xxpomocomer copra BsiTka B ompenencHme
HKBAIIMOHHOTO pasieneHuss xpomocoM B Al. AHann3 MIIEeHUYHO-YYKEPOIHBIX THOPHUIOB
TeTpamioniHoi nuenunsl copra LDN ¢ 3amemenneM xpoMocoM 1-0if roMeoaoru4Hon
TPYIIBI MTOKAa3a]l HAJIMYUE 3aBUCHMOCTH IMOBEACHUS XPOMOCOM B MeH03€ OT IeHOTHIIa
pacTeHusi, ¢ KOTOpbIM ObLIO MpoBenieHo ckpemmBanue [ Xu, Joppa, 2000]. ['ubpuau3zanus
nucomHuo-3ameniennoi miennnbl 1D(LA)LDN ¢ o6pasmom RL41750 Ae. tauschii Coss.
NPUBOAMIIA K 3HAYUTEILHOMY YBEIHUEHHUIO YKBAITMOHHOTO Pa3JesIeHUs] XpPOMOCOM (HO He
DKBAIlMOHHOMY THITy JeieHus) B Al, 4To He HaOMIOIANOCh TPH CKpPEHIMBAHUU
1D(1A)LDN c¢ poxsio S. cereale L. copra Gazelle [Xu, Joppa, 2000]. Cxoxas

3aKOHOMEPHOCTh mpociexkuBanach u misi LDN ¢ 3amemenunem 1D/1B — otcyrctBHE
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JIOCTOBEPHBIX M3MEHEHMH MpHU CKPEIIMBAHUHU C POXKbIO, U YBEIMYEHUE 3KBALMOHHO-
nensuxcst xpomocoM B Al 'y 1D(1B)LDNXRL41750 (Ho 3¢ dexT ObUT MeHEe BBIpaKeH,
gyem ripu 1D/1A 3amernenun) [Xu, Joppa, 2000].

B otinune ot ampuramionaoB 6R(6A)XR, ckpelirBanue TETPAIIOUAHBIX PACTCHHN
nreHuIsl LDN ¢ 3amemenussmu 6D/6A u 6D/6B ¢ poxbio copra Gazelle e nmpuBoamiio
K  YBEIWYCHHIO  DJKBAIMOHHO-ACNAIIMXCS  XpPOMOCOM, HO Yy  THUOpUIOB
6D(6A)LDNXxRL41750 wu  6D(6B)LDNXRL41750 mosBISUITMCH ~ MEHOLMTHI  C
HKBAIIMOHHBIM PACXO0XJECHHUEM OOJBIIMHCTBA XPOMOCOM B MEpBOM jeneHuu [Xu, Joppa,
2000]. Mcxonss u3 3THX JAaHHBIX M YCTAHOBJIEHHOTO Hamu (DaKTa, 4TO SKBALMOHHOE
pasnenenue xpomocomM B Al y amuramionsioB MNpPOUCXOTUT TMpH OUMOISIPHON
OpUEHTAIlMU KHUHETOXOPOB, MOKHO MPEAINOJIOKUTh, YTO Ha Xpomocomax 1-oif u 6-oii
TOMEOJIOTHYHBIX TPYII JIOKATU3YIOTCS TEeHBbI, KOHTPOJUpYIolne (OpMHUPOBAHHE
MUTOTUYECKON apXUTEKTypbl KuHeToxopa. OpHako HX [EHCTBHE B 3HAYUTEIHHOMN
CTETEHU 3aBUCUT OT T€HOTHUIIA PACTCHUS.

brnokupoBaHue kak MEpBOTrO, TaK M BTOPOTO JelieHuss ¢ oOpa3oBaHMEM MOHAaJ
NoKa3aHo Ui THOPHIOB TETPAILUIONIHOM MIeHMIBI ¢ 3amereHussMu 3D/3A u 6D/6A ¢
poxbto S. cereale L. [Xu, Joppa, 2000]. ITockoibKy HCIOJIB30BAaHUC IIICHHIIBI C
JTAHHBIMU 3aMEIICHUSIMHU TIPU CKPEIIMBAHUU C STHIJIONICOM HE TPUBOJIUIO K 00Pa30BaHUIO
MOHAJ], aBTOPHI CHeNaJy BBIBOJ O MPEUMYIIECTBEHHOM BIHMSHUU PXKAaHOTO T€HOTHIIA.
CnenoBarenbHO, XpoMocoMa OR MOXET HECTH TEHBI, OINpEAeIsIoIue OJIOKHPOBAHUE
MEWOTHYECKOTO JIeTICHUs, YTO MOXeT oO0ecrneunBath (GOpMUpOBaHUE Juad B
MUKpPOCIOporeHe3e U (hepTHIILHOCTD MIICHUYHO-pKaHbIX aMmpuramionioB 6R(6A)XR.

Hamum nanHbie, B COBOKYITHOCTH C JAaHHBIMU JpyTrux aBTopoB [Xu, Joppa, 2000; Hao
et al., 2014], NO3BOJSAIOT TPEANOIOKHTh, YTO PECTHUTYIHS Y aMQHUrariongaoB
KOHTPOJIUPYETCS. HE OAHUM, @ HECKOJbKHUMU T'€HAaMU, JOKAIN30BaHHBIMU HA Pa3JIMYHbBIX
XpOMOCOMax, OJHAKO HMX AaKTUBHOCTh CHUJIBHO 3aBHCHUT OT TE€HOTHINA TUOpPUAOB. Y
aM(UTaIIonI0B, MOJTYYSHHBIX THOPUAN3AIUEH JUCOMHO-3aMEIICHHBIX JTUHUHN TIIICHUIIBI
¢ poxpro copra OHOXOWCKasi, XpOMOCOMBI 1-0#l, 2-0ii M 6-Oi TIpynm HECYT TI€HBI,
YYaCTBYIOIIME B PETYJSALHMH PECTUTYLMU. XPOMOCOMBI 1-0i1 M 6-Ol IOMEOJIOIMYHBIX
TPYyNI  UHAYIUPYIOT MEXaHU3MBI  pecTUTynuu (PpopMHpOBaHME MUTOTHUYECKOU
apXUTEKTYypbl KHHETOXOpa U OJOKMpPOBaHUE BTOPOTO JIEJICHUS), B TO BpeMs Kak

XpOMOCOMBI 2-OM TOMEOJOTMYHON TPYIIbI IOAABIAIOT PECTUTYLHUIO, HHIYLHUPYS
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MeloTuueckoe jeneHue (hpopMHpOBaHUE MEHOTHUECKOW apXUTEKTYphl KHMHETOXOopa U
MPOXO0KJACHUE HOPMAIBHOTO BTOPOTO neneHus). s Apyrux ruOpuaHbIX KOMOWHAIIUM,
HauOoJee aKTUBHBIE T€HBI, YJAaCTBYIOIIHUE B PECTUTYIIMH, MOTYT OBbITh JIOKQ3U30BaHbI Ha
JIPYTUX XpoMocomax, Kak, Harmpumep, 3B y rubpumo AS313x AS60 u AS2255x AS60
[Hao et al., 2014], uau 4A - y rudpumor LDNXRL41750 u LDNxGazelle [Xu, Joppa,
2000].

4.2. MoHONO/ISIpHOE BepeTeHO U IKBALMOHHOE /IeJIeHHe MOTYT ObITh IPUYNHOM

PECTUTYIMH Y NIIEHUYHO-PKAHBIX aM(UTaNJIouI0B

Meiio3 pacTeHMil XapaKTepH3yeTcs HaludueM 2 TOCIe0BaTeNbHbIX JIEJICHHH,
NPHUBOIANIUNX K OOpa3oBaHUIO 4 TaIUIOWIHBIX SAEP: B TIEPBOM JCICHUU IMPOUCXOIUT
cerperamusi TOMOJIOTHYHBIX XPOMOCOM, a BO BTOPOM - PAacCXOXJEHHE CECTPUHCKHX
xpomaTu. B mepBoMm ciydae BaXXHYIO POJib HTpaeT (GOPMUPOBAHKWE CHHAITOHEMHOTO
KOMIUIEKCa, OOECHEYHMBAIOMIETO CBA3b MEXKAY TOMOJIOTHYHBIMH XpOMOCOMaMH U
oOpa3zoBaHue Xua3M, yICpKHBAIONIMX romojoru Bmecte 10 Al, a Bo BTOpOoM -—
YCTaHOBJIEHUE KOMILJIEKCAa OEIKOB-KOTE€3WHOB, YJEPKUBAIOIIMX BMECTE€ CECTPUHCKHE
XpOMaTHAbl U CBs3bIBaHHE C HHUM OenkoBoro komiiekca SGO1-PP2A  (mryrommH-
docdaraza 2A), KOTOPHIN HE MO3BOJISIET CECTPUHCKUM IIEHTpoMepaMm pazaensaThes 10 All
[Nasmyth, Haering, 2009; Marston, 2015]. B wMeiio3e ampuramiongHeix THOPHIOB
NIICHUIIBI HET TOMOJIOTOB, YTO MPUBOAUT K TPAKTHUYECKH TIOJHOMY OTCYTCTBHIO
OMBAJICHTOB M HECTIOCOOHOCTH MPOTEKAHHUSI HOPMAIBHOTO MEMOTHYECKOTO JeleHUus. Y
THOPUIOB TETpa- W TCKCAIUIOMTHOW MIICHUIBI CYIIECTBYET CHCTEMa KOHTPOJIS JIOKyca
Phl, cmocoOCTByIOIIEr0 MPEUMYIIECTBEHHOMY CHApUBAaHUIO W PEKOMOWHAIUH
TOMOJIOTUYHBIX XpoMocoM [Sears, 1976; Griffiths et al., 2006; Martin et al., 2014]. IIpu
9TOM, Jake ogHOW Komuu Jiokyca Phl (mammuume omnoit xpomocomsl 5B) mocrarouno,
JUIsL €r0 HOPMaNbHOTO (DYHKIMOHUPOBAHMS Kak y muramiongHod (AB, 2n = 2x = 14)
[Jauhar et al., 2000] u monuramnonaHoi mmenuns (ABD, 2n = 3x = 21) [Jauhar, 2007],
TaK U 'y MEXBHJIOBBIX ruOpuaoB mireHuisl (ABDX, 2n = 4x = 28) [Dhaliwal, Johnson,
1982].

BoccranoBiienrne QepTUIBHOCTA THOPUIHBIX PACTECHUN TPOUCXOIUT B PE3YNIbTATE

MeroTnueckod pecTUTyluu. CylecTBYeT MHOKECTBO paldOT, HaNpaBiICHHBIX Ha
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HU3yyeHne MEWOTHYECKOW pecTuTynuu y pacteHuid [Bretagnolle, Thompson, 1995;
Ramanna, Jacobsen, 2003; Cai, Xu, 2007]. [Ipu 3TOM CIIOKHIIOCH YETKOE MIPEICTABICHUC
O CYIIECTBOBaHMHM HECKOJBKHX OCHOBHBIX MEXaHHU3MOB, MPUBOIAIIMX K OOPa30BaHUIO
HEPEIYIIUPOBAHHBIX TaMeT (IPEUMYIIECTBEHHO ISl IBYAOJIBHBIX): PECTUTYLHSI TIEPBOTO
nenenus (FDR), pecturymus Broporo nenenust (SDR) u Heompenenennas pecTUTyIus
(IMR) [Bretagnolle, Thompson, 1995; Ramanna, Jacobsen, 2003; Cai, Xu, 2007]. Otu
TPU TUIA OMHUCHIBAIOT PECTUTYLHIO y PACTEHUN WU THUOPUIOB, MPEUMYIIECTBEHHO,
CIOCOOHBIX K oOpa3oBaHuio OuBajieHTOB B MI (kpome acuHarcuca, KOTOPBIH MOXKET
npuBoauTh kK FDR). Jlnsg ruOpuaoB MNIIEHUIBI OMHWCAaHO MHOXECTBO ITUTOTUIIOB
dbopMUpOBaHUS HEPENYIMPOBAHHBIX TaMET W MHOTHE aBTOPHl BBOJSAT  CBOIO
TEPMHUHOJIOTUIO JJII ONHMCAHUS PECTUTYIUH, YTO TaKXKE OCJIOXKHSIET TOHUMaHUE
MEXaHU3MOB pectutyiuu [0030p, Cunkoa u Ap., 2011]. Hanuune cronb pa3po3HEHHBIX
JAHHBIX, MOKET OBITh CBSI3aHO C OTCYTCTBHEM YETKOT'O MOHHWMAaHUs, KaKue MEXaHU3MbI
OPUBOJAT K pecTUTyluu [0030p, Cunkoa u ap., 2011]. IlpuunHoil OTCYTCTBUS €IUHOTO
MHEHUSI SBJISIETCS  CIOKHOCTh ~aHalu3a IIUTOJIOTMYECKUX JIAaHHBIX Meio3a y
aM(uramionoB, MOCKOJIbKY B TpEAeiaXx OJHOTO0 TE€HOTHIA MOXET COCYIEeCTBOBATh
HECKOJIbKO IIUTOTUIIOB PECTUTYLMH, COBMECTHO C HEPECTUTYLMOHHBIM JEICHUEM
[CunkoBa u np., 2003; Silkova et al., 2011], a Takxke TOT (akT, YTO JEJICHUEC B
OTICNIbHBIX MelonuTax mpoucxoaut acuaxponno [Cai et al., 2010; Silkova et al., 2011].
To ecTp, Ha LMTOJOTMYECKUX IIpernaparax, OKPAIIECHHBIX AaleTOKapMUHOM, alleTo-
opcerHoM, KapOoi-pykcuHoM (okparmuBanue xpomatuna) [Islam, Shepherd, 1980; Xu,
Joppa, 1995, 2000; Zhang et al., 2007, 2008; Silkova et al., 2011], cmoxHo
UICHTU(DUIIMPOBATh CTaauu JerneHus. Hampumep, B melonuTax, Tlie B OTCYTCTBHE
OMBAJICHTOB, YHHMBAJICHTHBIE XPOMOCOMBI MPOM3BOJBHBIM 0O0pa30M pacrpeneieHbl B
[IUTOIIa3Me, HEBO3MOXKHO OTJIMYHUTH JIBIDKEHHE XPOMOCOM K 3KBaTopy B mpomeradase |
OT PaCXO0XKJICHHS OTJICTBbHBIX XpoMocoM B Al.

C wucnonp3oBaHUEM THOPUAOB C Pa3IUYHBIMA XPOMOCOMHBIMU 3aMEIICHUSIMH,
KOHTPACTHBIX IO YaCTOTE MOSBICHHUS pa3IHMuHbIX MeloTrueckux rutotumnos [Silkova et
al., 2011], a Takke COBPEeMEHHBIX METOJIOB MOJICKYIISIPHO-IIUTOTCHETUIECKOT0 aHAIIN3a,
yAQJIOCh OXapaKTepU30BaTh 4 THUMA JEJICHUS MEHOIIMTOB, a CpPeIu HUX BBISIBUTH JBa
OCHOBHBIX MeXaHu3Ma (OPMHUPOBAHHS HEPEAYIIUPOBAHHBIX TaMET, MPOUCXOJSAIINX B

NEepBOM JICJICHUHU: OJKBAI[MOHHOE paszjaeieHne xpomocoMm B M| u  ¢opmupoBanue
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MOHOIIOJIIPHOTO ~ BepeTeHa JjeneHus. Ha ocHOBaHMM JaHHBIX O JUHAMHUKE
MUKpPOTPYOOYEK U CTPYKTYpE KMHETOXOpAa YHUBAJIEHTHBIX XPOMOCOM B MPEACTaBICHHON
paboTe MOATBEPHKIECHO, YTO PEAYKIIMOHHOE M HKBAIMOHHO+TPENYKIIMOHHOE JEJICHUE,
SBIIIOTCSL CAMOCTOSATENLHBIMU TUIIAMU JICTICHUS, a HE TMPOMEXKYTOUHBIMH CTaTUSIMU
nepBoro meiosa. Tak, s pelyKLUMOHHOTO THMA JEJIEHUS XapaKTepHO HAJMYHUE IABYX
CTaJuii JeNeHus, TepBO€ M3 KOTOPHIX OTIWYAETCS OTCYTCTBUEM BbIpaBHUBAHUS
YHUBAJIEHTHBIX XPOMOCOM Ha 3KBaTOpPE, MOHOIIOJIIPHOM OpHEHTALME KUHETOXOPOB U
OTCYTCTBUEM pa3JIeJICHHs] XpPOMOCOM Ha cecTpuHCKue XxpomaTtuabl B Al. Bropoe nenenue
IPAKTUYECKH HEOTIMYHUMO OT HOPMAJIbHOI'O, XapaKTEPU3yeTCsl SKBALIMOHHBIM JIEJICHUEM
XpOMOCOM U MPEUMYIIIECTBEHHBIM 00pa30BaHUEM TETPA/I.

Jlis peAyKIIMOHHO+IKBAIIMOHHOTO THUIA JIEJICHUS TAKXKE XapaKTePHO HAJUYHE JIBYX
craauii nenenus, oaHako B Tl Qopmupyrorcs mnpeumyiecTBEHHO MOJIHAAbl, WU
TETpaJbl ¢ MUKPOSAPAMU B pe3yJibTaTe 3aJeP>KKH Ha HKBATOPE OAMHOYHBIX XPOMATH]
(koTOopble 00pa30BANIKCh MPU PA3ACIECHUN YACTH XPOMOCOM Ha XpOMATH/IbI €11I€ B IEPBOM
nenennn). OTIMYUTENBHOW YepTOl JAHHOTO THUMA JENICHUs SBISETCS HAJMYUe Kak Ou-,
TaK U MOHOIOJISIPHO-OPUEHTHUPOBAHHBIX KHHETOXO0poB B MI. O6a ommcaHHBIX THUIIA
JIEJIEHNs] IPUBOJAT K HEPAaBHOMEPHOMY paCIPENEICHUI0 XPOMOCOM B IIEPBOM JEJIEHUH,
dbopMupoBaHUIO HECOAIAHCHPOBAHHBIX TAMET BO BTOPOM M OOPa30BaHUIO CTEPHIIbHOMN
OBUIBLBI, M, CJIEIOBaTelIbHO, HE MOIYT CUMTAThCAd MEXaHU3MAMH MEHOTHYECKOH
pectutryuuu. IIpon3BoapHOE pacnpelereHue XPOMOCOM MEXKIYy IOJI0CaMU B IEPBOM
JIEJIEHUH U 00pa30BaHME TETPaJ]l U MOJIMAJ OMKUCAHO TaKXke y T'MOpPUIOB TETPAIIOUAHON
nrenunsl (Triticum turgidum L.) ¢ poxsio (Secale cereale L.) u srunoricom (Ae. tauschii
Coss.) [Xu, Joppa, 1995, 2000]. ABTopsl mpeanonaraid 5 BO3MOKHBIX THIIOB JICICHUS
XpOMOCOM, OJMH U3 KOTOpbIX (Ned) COOTBETCTBYET HAIIeMy MPEJICTABICHUIO O
PEAYKIIMOHHOM THIE JAEJIEHUS, a CMELIAHHOE (peIyKIMOHHOT3KBALMOHHOE) JEJICHUE
ObUIO0 00beNMHEHO ¢ ASKBAMOHHBIM (Ne2). OmgHako, B OTJIMUME OT MPEACTABICHHON
paboThI, aBTOPHI MCIOJIB30BAIA TOJHKO OKpAITMBAHUE XPOMAaTHHA KapOOI-(yKCHHOM,
YTO OIPAaHUYUBAJIO BO3MOKHOCTh MPAaBUIILHOTO OINpEAeNeHUs] OPraHu3aliid XpOMOCOM U
craguit genenus [ Xu, Joppa, 2000].

Meiiotuueckoe neneHue, (HEHOTUIMUYECKH CXO0XKee C PEAYKIHOHHBIM THUIIOM,
Habmoganock y cuHantudeckux myraHtoB DMC1 u spoll apabunoncuca [Couteau et

al., 1999; Grelon et al., 2001]. Myrauus rena DMC1, ygacTByromero B peKOMOMHAITUH
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XpOMOCOM,  XapaKTepu3oBajiach  oOpazoBanueM 10  yHUBaJCHTOB, KOTOpBIC
NpOM3BOJILHBIM 00pa3zom pacnpezaensuinck B MI [Couteau et al., 1999; Pradillo et al.,
2012]. Pa3nmeneHHMe CECTPUHCKHX XpPOMATHI BO BTOPOM JCIICHUU NPHUBOAMIO K
00pa30BaHUIO TETPAJ U IMOJIMAJ KaK B MHKpPO-, TAK ¥ B METacloporeHe3e U CHUKCHUIO
deprunbHOCcTH Ha 98.5% [Couteau et al., 1999]. V myranToB SP0oll Takxke HaOIHOAI0CH
NOJIaBJICHUE PEKOMOMHAIIMY W CHHAIICMCAa XPOMOCOM M HEpaBHOMEPHOE PAaCIpe/IeICHNE
yHUBaJNEHTHBIX XxpomocoM B Al [Grelon et al., 2001]. J{ist 1Byx ApyruX acHHANTHYECKUX
MyTaHTOB apabumoricuca asyl wu dsyl, ObLI0 TMMOKa3aHO JejeHHe, I0J00HO0e
peayKIMOHHOTIKBanmoHHOMY Tuiy [Ross et al., 1997]. Tak, B nmepBom neneHun meiosa
y asyl yxke Ha CTaliuu IWIUIOTEHBI HAOJIONAJIOCh MPEUMYIIECTBEHHOE 00pa3oBaHHE
YHHUBAJICHTOB, HEKOTOpBbIC M3 HHUX IPOU3BOJBHBIM 00pa30M paclpeieisuIuCh MEKIY
noJrocamMu B aHadase, Ipyrue ke pa3Aesuich Ha CECTPUHCKUE XPOMATH/IBI, OTXOISIINE
K MPOTUBOIIOJIOKHBIM TIOJOCaM. BclieicTBre HEpaBHOTO pacHpeesieHUuss XpOMOCOM U
xpomatua B MI, Bo BTOpoM neneHuu HaOII0aI0Ch OOpa30BaHHE ACUMMETPUUYHBIX
(HepaBHBIX) TeTpal W Nojuax. Y MyTaHToB OSYyl Ha cTaauu JUIUIOTEHBI HAOJIONATOCH
oOpa3zoBaHue OHMBaJEHTOB, oAHako K MI oHu pasgensanuce ¢ oOpa3zoBaHUEM
YHUBAQJICHTOB, a JallbHEUIINE CTaguu Melo3a He OTJIMYAIUCh OT OINHUCAHHBIX IS
myranToB asyl [Ross et al., 1997]. Cxoxas kapThHa HENPABUIBHOTO pa3JCICHUS
xpomocoM B MI ¢ oOpa3zoBaHueM moiivaj B KOHLE BTOPOrO JEJICHUs MOKa3aHa TaKxkKe Y
mytanToB 10 reHy AtCTF7/ECO1 (amermnrpaHcdepasa, KOTopas y4acTBYyeT B KOTC3HU
xpomocoMm U pemnapanuu JJHK) apadunoncuca [Bolanos-Villegas et al., 2013]. Oxnako y
pactrennii AtCTF7/ECO1 HaGmiomanach HE TOJBKO CTEPHIBHOCTh IIBLIBIBI, HO U
KapJIMKOBOCTh ~ pPAcTCHHWM, KOTOpas HE I[OKa3aHa Ui TNIICHAYHO-PXKaHBIX
amMuUTarmionios.

CymiecTBOBaHHE JBYX OCHOBHBIX MEXaHHU3MOB, MPHUBOMASAIIUX K PECTUTYIUH Y
MEXPOJIOBBIX THOPUIOB MIIIEHUITBI, y)Ke 00cyxaanock panee [Xu, Joppa, 2000; Zhang et
al., 2007, 2008; Hao et al., 2014]. Peanu3amus pecTUTYLMH dYepe3 SKBAIIMOHHOE
pazaenenue xpomocoMm B MI mokasana [uist THOPHIOB TETPATUIOMIHON M TeKCATUIOMTHOM
nireHuI ¢ poxkbio [Zhang et al., 2007; Silkova et al., 2011; Oleszczuk, Lukaszewski,
2014] u TeTparionIHON MIIEHUIIBI ¢ ArHIoncoM [Matsuoka, Nasuda, 2004; Zhang et al.,

2007, 2008].
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VY nieHuYHO-prKaHbIX aM(pUIaIIoOnI0B, UCCIEIyeMbIX B NpEJCTaBICHHONW paboTe,
HaA0JII0/1aJI0OCh BBICTPAMBAaHUE YHUBAJIEHTHBIX XpOMOCOM Ha 3kBarope B MI u ux
DKBAllMOHHOE  pazaeneHne B Al, 49TO  MOATBEpKIANOCh  paclpeneicHUeM
docpopunrpoBanuss MO Bcel AMMHE XpoMocoM M Xpomatua. llpu  3Tom
BBICTPAUBAIOIIMECS HA DKBATOPE XPOMOCOMBI UMEIN MUTOTHYECKYIO opranuzanuto JJHK
HEHTPOMEPHl W  KHUHETOXOPOB, YTO TMOATBEPKIAIOCH HAIMYHMEM PACTSIHYTOTO
¢ y3HOTO CUTHAJA JIOKAIU3AUN HEHTpoMepHOoro 30Ha (PAEt6-09) n AByXTOUEeYHOTO
CUTHAJIA JIOKAIHM3AI[UU aHTUTEN K OCJIKy BHYTPEHHEr0 KHHETOXOPA, PaCIoaraloiuxcs ¢
pa3HbIX CTOpPOH OT TmepBU4HON TmepeTsikku xpomocom (CENH3). Ilpu ananmmse
MMMYHOOKpAIIMBaHUs ¢ aHTUTeNaMu K o-TyOynuHy MT B kieTkax ¢ SKBAIlMOHHBIM
TUTIOM JenieHusi, Ha craguu Ml u mo mosmuedt Al geTexTupoBanoch HOpMalIbHOE
OUMoJIIpHOE BEPETEHO JeleHusl U nocrpoeHue (parmoruiacta B Tl, pazaenstomiero asa
MOJIMTAIUIONAHBIX s/ipa ¢ 00pa3oBaHWEM CHMMETPHYHBIX Auaja. Ha maHHBIH MOMEHT,
aHaIM3 BepeTeHa JAEJICHHWA MpU H3YyYEHUU PECTUTYLUUU Yy THOPUAOB MILEHULBI C
UCTIOJIb30BaHHEM UMMYHOOKpAIIIMBaHUS MPEICTABICH TOJILKO B IBYX paborax [Cai et al.,
2010; Matsuoka et al., 2013]. OxHako B JaHHBIX paOOTax aBTOPbI HE HAOJIOIATH
AKBALIMOHHOTO JieJeHus XxpomocoM B MI: mocne BeicTpauBaHuss XpoMOCOM Ha 3KBATOPE, C
UX TOUYKM 3pEHUs, IPOMCXOJMIIA JI€30praHu3alysl BepeTeHa JEIEeHMs U JIeKOHJEHC Al
xpomocowm [Cai et al., 2010; Matsuoka et al., 2013].

BropbiM (OCHOBHBIM) MEXaHHM3MOM OOpa30BaHUS HEPENYLHPOBAHHBIX TIaMeT
curTaerca OJOKMpPOBAaHUE MEPBOro JIEJIEHUS Meio3a ¢ 00pa3oBaHUEM PECTUTYLIMOHHOTO
A/lpa U pas3/ielIeHueM XpOMOCOM Ha XpoMaTuIbsl BO BTOpoM jeneHuu [Xu, Joppa, 1995,
2000; Cai et al., 2010; Matsuoka et al., 2013; Hao et al., 2014]. B npezacraBieHHON
paboTe omucaiHa peanu3anusi PEeCTUTYLHH Kak OJOKMpOBaHHWE NEPBOTO JIEJCHHUS B
pe3yapTare 00pa3oBaHMs MOHOIIOJSIPHOTO BEpeTeHa C IOCIEAYIOIUM pa3/ielIeHUEeM
CEeCTPUHCKMX XpomaTHJ BO BTOpoM jeneHuu. JloctroBepHOCTh 0Opa3zoBaHuUs
MOHOMOJSIPHOTO ~ BEepeTeHa Oblla OMHMCaHa C  HCIOJB30BaHUEM  KOMOHMHAIWU
UMMYHOOKpammBanus ¢ antuteqamu Kk MT Beperena, CENH3, phH3Ser10 u FISH.
OO6pa3oBaHre MOHOIOJSIPHOTO BepeTeHa JeneHus umeHHo B MI moaTrBepkaanoch
HAJIMYMEeM CUTHajga Jokanu3anmuu antutea Kk PhH3Serl0 mo Bceit qiMHE XPOMOCOM.
OpueHTanuss XpOMOCOM KHHETOXOpPOM K OJHOMY TIIOJIOCY M OTCYTCTBHE BTOpPOTO

JAUBCPICHTHOI'O MJIM KOHBCPICHTHOI'O IMOJIIOCA MOATBCPKAAINCH MPU aHAIIN3C KIICTOK C
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JTAHHBIM THUIOM JeJieHUsl Ha KOH(OKaJTbHOM MHKpOCKOone. MOHOIOMsIpHAs OpUEHTaLUs
XpOMOCOM MOJTBEpKJ1ajach 0Opa30BaHUEM MEHOTHUYECKOM CTPYKTYphl LUEHTPOMEPHOU
JIHK (ogmHOuHBIN TOoueuHbIdt curHail, PAEt6-09) m dopmupoBanremM 0O0BEIUHEHHOTO
KHHETOXopa cecTpuHCKuX xpoMatua B MI (oguHounbIii Toueunsiii curnan, CENH3).
Jns naHHOTO THMA KJIETOK MBI IpeanoiaraeM oTcytcrBue ctaauit Al-Tl u uutokunesa,
JUCCOLIMALII0 MHUKPOTPYOOUeK BepeTeHa M 00pa3oBaHHME PECTUTYIMOHHOTO Spa.
OpnHako, COTIIACHO JaHHBIM HEKOTOPHIX aBTOPOB, OJOKMPOBAHWE TEPBOTO JCICHUS Y
ruOpuaoB mimeHuibl  Triticum turgidum L. ¢ srumoncom Ae. tauschii Coss. wu
o0pa3oBaHWE PECTUTYIIMOHHOTO SApa MPOUCXOIUT TOCIIE BHICTPAMBAHUS YHUBAJICHTHBIX
XpOMOCOM B JKBallMOHHOW IUIOCKOCTH, B pe3yibTaTe Ae30praHU3aluu (IUCCOLUAIINN)
OUIOJSIPHOTO BEpeTeHa JENIEHUs, COMPOBOXKIAOIIETOCS JIEKOHJEHCAIIUEH XpOMOCOM
[Cai et al., 2010; Matsuoka et al., 2013]. TTockoabKy 00€ HCCIIEOBATEIBLCKUE TPYIIIIBI
[Cai et al., 2010; Matsuoka et al., 2013] Tak:xe HCIIOJIB30BAIM KMMYHOOKpPAIIIMBAHUE C
aaTutenamu K MT BepeTeHa M KOH(OKATbHYI0O MUKPOCKOITHIO, MOXKHO CJIEIaTh BBIBOJI,
410 (HOPMHPOBAHUE MOHOIIOJIIPHOTO BEpETeHa JEJICHUS MOXKET OBITh OCOOEHHOCTHIO
MIICHAYHO-PKAHBIX aM(UTaIJIONIOB U ONIPEACIIAThCS TCHOTUIIOM pacTeHuit. Hanpumep,
B Meii03€ y MIIeHUYHO-TIHIPEHHBIX THOPUIOB paHee Obula mokaszaHa Huzkas (3-10%), mo
CpPaBHEHHIO C MIIEHWYHO-pkaHbIMU ruOpugamu (ot 30 mo 70%), yactora MOsSBICHUS

MOHOIIOJISIPHBIX BepeTeH [Shamina et al., 2003].

4.3. JKBaUMOHHOE JeJIeHHe, IPUBO/sIee K PECTUTYLIMH, COYeTaeT

XapaKTePUCTUKU MUTOTUIECCKOI0 1 MeHOTHYECKOro JACJICHUA

B pabote 6bu10 MOKazano, uto opranuzanus JJHK B paiione nepBUYHON MEpPETSKKU
XpOMOCOM M OpraHu3alMs KHHETOXOpa COOTBETCTBOBAJIM MHMTOTHYECKOMY JIEJIEHUIO.
Tak, cuUrHan JIOKamu3aluM LIEHTpoMepHOro 3oHaa PAet6-09 B MI umen BBHITSHYTYIO
mupy3HYI0 CTPYKTYypy, Kak B MHUTO3€ y MmmeHunbl u pxu (puc. 3.16 a). Mnl
IpeJnoyiiaraeM, 4To Takasi CTpPYKTypa MOKET OBbITh CIIEICTBUEM (PU3NYECKOTO HATXKEHUS
LIEHTPOMEPHBIX PAlOHOB NpHU OWIOJISAPHON OpraHu3alu KUHETOXOpoB. CoriacHo
JaHHBIM JIUTEPATyphl, CTPYKTypa XpOMOCOM pa3jiiyHa NP MOHOMOJSPHOU (TepBoe
JieNieHue Melo3a) W OWMosApHOW (BTOpOE JeJeHHe Meilo3a W MHTO3) OpHEHTAIuH,

IpPUYEM JAHHBIE PA3JINYUsl KacaloTCs PACIOJIOKEHUS XPOMOCOMHOIO (XpOMaTHAHOIO)
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KOpa U KHHeToXopa (Mojesb XpomocoMHoro ckaddomma, chromosomal scaffold model)
[Rufas et al.,, 1992; Stack, Anderson, 2001; Suja, Rufas, 2007]. B mwuto3e KOpBI
00Hapy>KMBAIOTCS B BUJIE TUIOTHBIX JIMHEWHBIX CTPYKTYp BHYTPU XpoMaTu MeTada3HbIX
XpOMOCOM, B TO BpeMsl KaK Ha CTaJud MaxuUTeHbl B Meio3e y OWBaJeHTOB mapa
CECTPHHCKHMX KOPOB PacIoJiO’keHa Ha meprudeprn Mo OTHOMICHUIO K METJISIM XpOMaTHHA
[Rufas et al., 1992; Stack, Anderson, 2001; Suja, Rufas, 2007]. Pa3uuma B
PaCTONIOKEHUN XPOMATHUAHBIX KOPOB MPEAOINPEACISCT IMO3UINI0 KUHETOXOPOB: TIPHU
MHTOTHYECKOM PACIOJI0KEHUH CECTPUHCKHX KOpPOB «00K-0-00k» (back-to-back) —
KAHETOXOPBl PacHojiaraloTCs pas3leNbHO 1O 00€ CTOPOHBI OT XPOMOCOMBI, a
pacroyio)keHHbIe psioM (side-by-side) cecTpuHCKUE KOPBI MPEAONPEACIISIOT TIOJI0KCHHE
KHHETOXOPOB C OJHOU cTOpoHbI XpoMocombl [Stack, Anderson, 2001; Suja, Rufas, 2007].
[TpocTpaHCTBEHHOE OTPAaHUYCHHE PSAIOM PACIOJOKEHHBIX CECTPHHCKUX KHHETOXOPOB
CIOCOOCTBYET CHHTETUYECKOMY (0T OJHOro mojroca) mpukpemieHuto MT B mepBom
JIeJICHUU Melo3a, B TO BpPEeMsSl KaK pacroyioKeHue «00k-0-00K» BO BpEeMsl MUTO3a U
BTOPOTO JeNieHUs1 Meio3a CrocoOCTByeT amMpUTEINTNYecKOMY (OT pa3HBIX MOJIOCOB,
oumnonsipHast opueHTanms) npukperieHuio MT Beperena [Hauf, Watanabe, 2004].
Hatsbkenue 1mieHTpoMepHOro paiioHa mpu OUMONSPHOM OPHEHTAMH XPOMOCOM OBLIO
TaKXe MOKa3aHO y THOPHIOB TeTparionaHoW mmeHunbl 1. turgidum L. muamu Dol ¢
poxbio S. cereale L. muaun MADS10, xapakTepu3yrONMXCs SKBALIMOHHBIM pa3IelICHUEM
xpomocoMm B MI ¢ mnocnenyromum OnokupoBanueM BToporo neiecnus [Oleszczuk,
Lukaszewski, 2014]. B MI Ha0:1roanoch 1o JBa CHrHaIa JTOKaIU3aIl[ii aHTUTEN K OCIKy
CENH3 mna xaxmoii XxpomMocoMme: II0 OJHOMY CHTHAIy C OOCHUX CTOPOH OT
OPUEHTUPOBAHHOM BJIOJb HKBAMOHHOM TJIOCKOCTH XPOMOCOMBI. OT CECTPHUHCKHUX
KUHETOXOPOB oTxonwinu nyuyku MT, HampaBieHHBbIE K MPOTHUBOMOJIOKHBIM IOJHOCAM
(puc. 3.15 a).

VY nimeHusl ¥ 00JBIIMHCTBA IPYTUX pacTeHuid pocopunrpoBanue ructona H3 mo
cepuny B 10 TOJIO)KEHHHM TPOUCXOIUT TO BCEH JUIMHE B TIEPBOM JICIICHUU MeHo03a,
Ha4yMHAsI ¢ mpoMeTadasbl U TOJIBKO B 00JACTH IIEHTPOMEPHI BO BTOPOM JICIICHHH MekHo03a
u mutose [Kaszas, Cande, 2000; Manzanero et al., 2000]. B mpexncraBienHoit pabote
OBLTO TIOKAa3aHO, YTO HKBAIMOHHOE PA3/ICJICHHE XPOMOCOM JCHCTBUTEIHHO MPOUCXOAUT
UMEHHO B TIEPBOM JICJICHUH, TIOCKOJIbKY B MI HaOmomanoch BbICTpauBaHUE

dbochopunHpoBaHHEIX TI0O BCEW JIMHE XPOMOCOM | pas3leiieHHe XpOMOCOM Ha
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xpomatunbl B Al (puc. 3.14 nme). Kak u B HOpMaJIbHOM TEPBOM JI€JICHUU,
dbocdopuinpoBanre Mo BCEH IMHE XpOMATH[ coxpaHsuioch no no3aner Al, a B TI
NETEeKTUPOBATIOCH TOJIBKO B 00JacTU HEeHTpoMephl. Kpome TOro, CTpykTypa XpoMocoM
(TJIOTHOCTh YNMAKOBKM XpOMaTHHA, OTPaXKAIOMIAscid B COKpAIlEHWM JUIMHBI TUIeYei
XpOMOCOM)  COOTBETCTBOBaJla  MEPBOMY  MEHOTHYECKOMY  JICJICHHIO,  IUICYH
XpoOMOCOM/XpoMaTu, ObUIM KOpouYe, YeM ATO HaONI0AaoCh B MHUTO3€ WJIH BTOPOM
JIEJIEHUH MeH03a, 4TO OoTpaxasio OoJiee IIIOTHYIO (MEHOTHYECKYIO) yrakoBKy (puc. 3.15
n,e). B ornmmune or HammX JaHHBIX, Yy MyTaHTOB Mo reHy agol04 kykypyssl, s
KOTOPBIX OIMCaHa PECTUTYIHUS C 00pa3oBaHHEM HEPEAYIHUPOBAHHBIX TaMET, aBTOPHI
HAOJTI0Ia TN TIPEUMYIICCTBCHHYIO JIoKaau3anuto anturea k phH3Ser10 tonbko B obmactu
neHtpomepsl [Singh et al., 2011]. Tak kak ¢ochopunupoBanre B 06JIaCTH LIEHTPOMEP
XapakTEepHO I MUTOTUYECKOTO JIEIICHUS, B COUCTAHUH C HAOIOaeMBbIM HapYIICHUEM
KOT€3UHU U OJIHOATAIHBIM Pa3feICHHEM XpPOMOCOM Ha CECTPUHCKUE XPOMATH/IbI, aBTOPHI
C/eTa BBIBOJ, YTO Y JaHHBIX MYTAaHTOB MPOU3OILIO MEPEKIIOYCHHE MEHOTHIECKOTO
neneHus Ha MutoTudeckoe. [Tockonbky ypoBeHb (HhOChHOpUIUPOBAHUS U KOMITAKTH3AIUU
XpOMOCOM Y  MIIEHUYHO-P)KAHBIX  aM(UTAIIONI0OB  COOTBETCTBOBAT  IIEPBOMY
MEHOTHYECKOMY JICIIEHUIO, TO B IAaHHOM CJy4yae He HaOJI0JaeTcs MOTHOE MEePEKII0UYeHNe
Ha MUTOTHYEcKoe JeineHue. HeoOXoaumo Takke OTMETHTb, YTO, B OTJIMYHUE OT
ampurammonoB, y MyTaHToB ago 104 kykypy3bl HaOIIOIANOCh TaKXKe HapyIICHUE
CTPYKTYpPBI M KOMITAaKTHU3aluu XpoMocoM [Singh et al., 2011].

Kpome MeloTnueckoi OpraHu3alnui XpoOMOCOM, SKBAllMOHHOE JIEJICHUE OTINYaIOCh
OT KJIACCHUYECKOT0 MHUTO3a PACIIOJIOKEHHEM XPOMOCOM BJOJIb BEPETECHA JICTICHHS, a He
MOTIEPeK HEro, KaKk y MHTOTHYECKHX XPOMOCOM. TakkKe MOXXHO OTMETUTh, HUTO
paszzaeneHue XxpoMocoM B Al Mpoucxoauiio NpakTUYeCKH eIMHOBPEMEHHO, KaK Ha Iieyax
XpPOMOCOM, TaK M B IEHTPOMEPE, YTO OTIMYAECTCA OT MUTOTUYECKON MM MEMOTHYECKOU
nporpaMMbl JiesieHus BeIciuX 3ykapuoT [Nasmyth, Haering, 2009; Marston, 2015].
Kore3us xpomocom B MHTO3€ M Melo03e 0O0ecreunBaeTCsl OCIKOBBIMU KOMILIEKCAMHU —
KOT€3MHOBBIMH KoJbIlaMu (cocToaT u3 Smcl, Smc3, Scc3 cybobenunur; u o-kleisin
cyopenuuuipl: Sccl/Rad21/Mcdl B mutoze u Rec8 B meiiose), KoTopbie yaep>KUBAIOT
XpoMaTHUAbl BMECTE Mocie pemtukanuu xpomocoM [Nasmyth, Haering, 2009]. B meiiosze
pa3zieneHue Ijeuell CECTPUHCKUX XpoMaTuja (MOTepsl KOTe3WH) MPOUCXOIUT B MEPBOM

ACJIICHUH, YTO TIIO3BOJIACT Pa3laC/iiTb TOMOJIOTUYHBIC XPOMOCOMBI (peI[yKI_II/IOHHOG
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NIEJIEHNE), a pa3jielieHue LEHTPOMEpP CECTPUHCKHMX XPOMATH[ MPOUCXOAUT BO BTOPOM
JIEJIEHUH Meio3a (3KBAallMOHHOE JEJIEHUE), YTO MPUBOAUT K OOpPa30BAaHUIO TaIlJIOWIHBIX
rametr [Marston, 2015]. Pa3nenenue rmiede XpoMOCOM MPOUCXOAUT B pe3ysbTaTe
«pa3pe3aHus»  cemapa3oii  Kore3wmHOBBIX  kosenm  (a-kleisin  cyOBeAMHUIIB),
yaepxkuBaromux xpomaruael Bmecte [Nasmyth, Haering, 2009; Marston, 2015].
[IpunienTpomMepHas o0yacTh B MEPBOM JEJICHUM Meio3a 3allMilieHa OT pa3pe3aHus
oenkoMm-tryromuHoM (SGO) [Kitajima et al., 2004, 2006; Hamant et al., 2005], koTopsrit
WHAKTUBHUPYETCSI BO BTOPOM JICJICHHH, TO3BOJISAS cCemapa3e pas3AesiuTh CEeCTPUHCKUE
nentpomepsl [Nasmyth, Haering, 2009; Marston, 2015]. B muTo3e morepsi Kore3uu
iedyeid XpoMOCOM U IEHTPOMEPHBIX O00JIacTel MPOWCXOAMT TakKe B JBa JTama, B
npodasze MPOUCXOIUT pa3ieeHue Tuieueii XxpoMocoM ¢ momoiisto kuaasel PIK (polo-like
Kinase), a B Hayasme aHadasbl cemapaza pa3pe3aeT KOTe3WH B 00J1acTH IICHTPOMEPHI,
ocBoOoXx1ast cecTpuHckue xpomatuasl [Nasmyth, Haering, 2009; Marston, 2015]. Takum
o0pa3oM, TMOTepss KOTe3WH y XPOMOCOM, HaOmrogaeMass HaAMHA y MIICHUYHO-PKAHBIX
aM(UramionioB, He COOTBETCTBYET HHM MEHOTHYECKOMY, HU MHUTOTUYECKOMY IIyTH.
Onpnako y npoxoked (Saccharomyces cerevisiae) peamusyercs CXokas MporpaMma
€IMHOBPEMEHHOTO pa3fIelieHus TUIeYel W LIEHTPOMEpP XPOMOCOM B aHadasze MHTO3a B
pe3ynbTare paspe3aHusi cenapuHoM (cemapasa) Sccl cyowrenunuibl koresuHa [Uhlmann

et al., 1999].

4.4. IlpeanooxuTeTbHbIH MEXaHU3M JIeJIEHUs, TOA00HOT0 MUTO3Y, Y

MNIICHUYIHO-PKAHBIX Fl/lﬁpl/l[[OB

JUis TUIUTOMIHBIX PAcTeHUH, XapaKTepU3YIOUIMXCS CUMYJIbTAHHBIM LUTOKHMHE30M,
OCHOBHBIM MEXaHM3MOM 00pa30BaHMs HEPEAyLMPOBAHHBIX TAMET CYMTAETCS HAPYIICHUE
noctpoenust BepereHa neieHuss B MII, mpuBogsmee k o6pazoBanuio FDR-ramer
[Ramanna, 1979; Ramanna, Jacobsen, 2003; Cai, Xu, 2007]. Taxke pecTUTYIIUS MOXKET
ObITh CBSI3aHa C ACHHAINCHCOM, AaHOMAJMSIMHU KOT€3MHM CECTPUHCKUX XpOMaTHa U
NEPEeKITIOYCHHEM C MEHOTHYeCKOTO Ha MuToTHueckoe nenenue [Ravi et al., 2008;
Pawlowski et al., 2009; Singh et al., 2011; Filho et al., 2014].

B mnameit pabote MbI oOmpeAenwiid JBa OCHOBHBIX MEXaHH3Ma PECTUTYLHUHU Y

NIIEHHYHO-PKAHBIX THOPHUIOB, MOJYYCHHBIX CKpemuBaHueMm 1. aestivum L. copra
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CaparoBckas 29 u S. cereale L. copra Onoxoiickas. OaQuH U3 MEXaHH3MOB CBSI3aH C
OJOKMpOBaHWEM TIEPBOTO JENEHUS B pe3yibrare o00pa3oBaHUs MOHOIOJSPHOTO
BEpETeHa, BTOPOM — CBsI3aH C OKBAIMOHHBIM pazjaelieHueM Xxpomocom B MI u
OJIOKMPOBAHMEM BTOPOTrO JejeHus. YacToTa MosBICHUS MEHOLMTOB ¢ MOHOIOJISIPHBIM
BEPETEHOM HE3HAYUTEIbHA, U OCHOBHBIM MEXaHH3MOM 00pa30BaHUs HEPEIYIUPOBAHHBIX
ramMeT MO’KHO CUMTATh SKBAIIMOHHOE PacX0oXKJIeHHE XpoMocoM B MI.

[TockonbKky OCHOBHBIM paznuuueM Meno3a ¢epTwibHbix rudopunoB 1RV(1A)XR,
5R(5D)xR, 6R(6A)XR (¢ sKBaIMOHHBIM THIIOM felicHus) ¥ cTepuibHbIX 2R(2D)1XR (¢
PENYKIIMOHHBIM THIIOM JICICHHUS) SBISETCS OJHOATAITHOE pAa3/IeJCHHE CECTPHHCKHUX
XpoMaTHI B TEPBOM JEICHUHM Meilo3a, CIIeIOBATENbHO, HAPYIIEHUs, MPUBOMISIINE K
HKBAIIMOHHOMY THIY JAEJIEHUs, MOTYT OBITh CBSI3aHBI C OCOOCHHOCTSIMU OpTaHHU3AIUU
XpOMOCOM M KHHETOXOpPOB. B HOpMe Kore3mst XpOMOCOM M MOHOTOJISIpHASI OpUEHTAIINS
KuHeToXopoB B MI oGecnieunBaercs okanu3amnue Meio3-cuenupuIHoro Kore3uHa Ha
xpomocomax, coaepxkamero Oemok RECS, KoTopelii yaep:KWBaeT CECTPHHCKHE
XpoMaTHuIbl BMecTe, a Tawke Oenka mryrommHa (SGO1), coxpaHSOMIEro KOTe3HUi0 B
neHTpoMepHoM paiione B Al [Hamant et al., 2005; Golubovskaya et al., 2006; Zamariola
et al., 2013]. IMorepst aktuBHOCTH REC8 MOXET NpHUBOAMTH K HAPYIICHUIO KOTC3HU
XpOMOCOM U Ppa3JIeIeHHUI0 CECTPUHCKUX xpomatuj B Al, kak ObUIO MOKa3aHO JUIs
pactenuii apabumoricuca (SYN1/AtRec8), kykypyssl (afdl/Zmrec8) u puca (OSRECS)
[Chelysheva et al., 2005; Golubovskaya et al., 2006; Shao et al., 2011]. Omnako
SYN1/AtRec8 y4yacTByeT He TOJIBKO B YCTAHOBJICHUH KOT€3UU CECTPUHCKUX XPOMATH/I, HO
TaK)K€ B JJIOHTAIlMM CHHANTOHEMHOTO KOMMIUIEKCA M pernapaiuu JIBYIENOYeUHbIX
pazpeiBoB JIHK, BciencTBue 4yero y MyTaHTOB IO JAHHOMY T€HY B MEPBOM JICJICHUU
Meiio3a HaOmromaercss Takke ¢parmentanus xpomocom [Chelysheva et al., 2005].
VYyactue 6enka REC8 He TonpKk0 B KOre3uu, HO U B oOpa3oBannn CK mokazano takxe y
KyKypy3bl u puca [Golubovskaya et al., 2006; Shao et al., 2011], xpome Toro, s puca
nokazaHo yyactue REC8 B romonornunoii pexkom6bunanuu [Shao et al., 2011]. B ciyuae
notepu skcnpeccuu afdl, HaOnaromaeMoe HapylmieHHE KOTE3UH XPOMOCOM TMPHBOIMT K
orcyrcTBuio (ochopunmmpoBanust ructona H3 (phH3Ser10) na mmedax xpomocom
[Kaszas, Cande, 2000]. Ilpu 5KBaMOHHOM THIIE JAENEHUS Y MIIEHUYHO-PKAHBIX
am@uramionoB Mel HaOmonanu curaan phH3Serl0 mo Bcel AMHE XPOMOCOM, M HE

Habmroganu parMeHTau XpoMOCOM, YTO TOBOPUT O HOPMaJIbHOW paboTe KOT€3MHOB U
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Hamuunu 6enka RECS. Hapymenus sxkcnpeccun SGOL, ¢ apyroit CTOpOHBI, HE BIMSET Ha
OpPraHM3alMI0 XPOMOCOM, Kak OBbUIO MOKa3aHo ais MyTaHToB mo reHy ZmSGOl
KyKypy3sl [Hamant et al., 2005]. Y Zmsgol mMyranToB HaOIIOJACTCS MPEKACBPEMEHHOE
paslielieHre CECTPUHCKUX XpOMAaTH] B KOHIIE TMEpPBOrO JEJIEeHHUS Meio3a, a BTOpOE
JICIEHUE XapaKTePU3yeTCs OTCYTCTBHEM HOPMAIBHOTO PACXOXKIEHUS OJUHOYHBIX
xpomatuz [Hamant et al., 2005]. ¥V nmieHrnyHO-pKaHBIX aM(UTAaILIONI0B C SKBAIIMOHBIM
TUTIOM JICJICHUS MBI Tak)Ke HAOIOJANIN PACXOKIEHUE CECTPUHCKUX XPOMATHA yKE B
NEPBOM JICJICHUU, U3 Yero MOXHO CJelaThb BBIBOJ O BO3MOXKHOM OTCYTCTBHHM WIIU
npexaeBpeMeHHon qucconuanuu 0enka SGO1 u3 meHTpoMepHol 00J1aCTH XPOMOCOM B
Ml wmm Al. Ognako HapymieHus akTuBHOCTH/OTCyTcTBHS SGO1 HemocTtaTodHO IS
peauzaiyy pecTuTynun, nockoiabky SGO1 He BIMseT Ha MOHOMOJISPHOCTh OPUEHTALIUN
KruHETOoX0poB B M| 1 He ciocoOeH BBI3BIBATH OJIOKUPOBAHUE JICTICHUS.

OObenuHEeHHE CECTPUHCKUX KHUHETOXOPOB B  HENEIMMYI0 (YHKIIMOHAIBHYIO
eaununy B Ml (MoHonossipHasi opueHTanus1) y pacTeHUu 00ecreynBaeTcsi KOMILJIEKCOM
KHHETOXOpHBIX O0emkoB MIS12 u NDS80, kak ObuTO MTOKa3aHO ISl PAaCTCHHUN KYKYPY3bl
[Li, Dawe, 2009]. MoOHONOISIPHO-OPHEHTHPOBAHHBIA OOBCIUHCHHBIH KHHETOXOP
obecrieunBaeT cuHTeNnn4Yeckoe npukpersienue MT BepereHa, B TO BpeMs Kak MO/IaBlIeHUE
skcripeccurt MIS12  mpuBomuT K OMNONSPHONW  OpUEHTAllMM  KUHETOXOPOB U
aM(QUTEITMYECKOMY TMPHUKPEIUICHHI0 MHKpoTpyOouek BepereHa [Li, Dawe, 2009]. V
NIICHAYHO-PXKAHBIX ~ aM(UrarsiouoB  OSKBAI[MOHHOE  pa3[eieHHEe  XpPOMOCOM
COMPOBOXKIATIOCH OUMOJIAPHON OpHEHTaIuel KUHeToXOpoB. [lo aHanoruu ¢ JaHHBIMU,
MOJIYUCHHBIMU Ha KYKypy3€, MOXXHO NPEIoJIOKHUTh, 4To y TudpumoB 1RV(1A)XR,
5R(5D)XR, 6R(6A)XR MOrio mpou30iTH HapylIEHHE 3KCIPECCHU OJHOTO M3 OEJIKOB
MIS12 wmu NDS80. Jpyroii BeposTHON NPUYMHON OWIONISIPHON OpHEHTAlUU
KHHETOXOPOB Yy aM(UTaIIonI0B MOXKET ObITh OpraHU3aIMs XPOMOCOMHBIX KOPOB «OOK-
0-00K» M, COOTBETCTBEHHO, KHHETOXOPOB.

Coueranue nByx myramuid Atspoll-1/Atrec8 takxke MpUBOAUT K MHUTO3-TIOZOOHOMY
PacXOKJICHHIO XPOMOCOM B mepBoM neinenund Meioza A. thaliana, o otcyrcTBHE
OJIOKUPOBAHMSI BTOPOTO JCIICHUSI IPUBOTUT K 00pa30BaHUI0 HECOATAHCHPOBAHHBIX CIIOP
u crepunbHocTH pactennit [Chelysheva et al., 2005]. DxBammoHHOe pa3zaeicHue
YHUBAQJICHTHBIX XPOMOCOM C 00pa3oBaHHMEM JuajJ U OJOKMPOBAHUEM BTOPOTO JACIICHUS

nokaszaHo a1 MmyrantoB Mi—-Me-2 (muto3 BMecTo Meiiosa) A. thaliana [d’Erfurth et al.,
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2010]. JlanHble MyTaHTHl OBUIM TIOJYYEHBI OOBEIUHEHHEM B OJHOM T€HOME Tpex
MeroTuyeckux — myrtamuit:  Atspoll-l, koTtopas  3arparuBaeT  TOMOJIOTHYHYIO
PEKOMOMHAIINI0 M TMPUBOAUT K 0Opa3oBaHMIO YHUBaJeHTOB, Atrec8, mpuBopsmas K
HApYIICHUIO Kore3uu W Cycal;2/tam, mpuBomsias K OTCYTCTBHIO BTOPOTO JICJICHUSI
[d’Erfurth et al., 2010]. CrnenoBatenbHo, A pealv3alMi PECTUTYLHHA 00s3aTEIbHBIM
YCIIOBUEM  SIBJISIETCSl TakKe OJOKMpOBAaHHWE BTOPOrO JEJIEHHs Meilo3a Iocie
sKBallMOHHOTO paznenenus xpomatua B Al. Tlepexoxg uz Ml B Al, a taxxe U3 nmepBoro
JIEJICHUs. BO BTOPOE COMPOBOXKJIAETCS YaCTUYHOW JAerpajanuei mukiuHa B (aktuBatop
knHa3el CDK1) m cHmwkenne aktuBHOcTH CDKI1. AGcomorHoe momasnenune CDKI-
aKTUBHOCTH B HOPMAJIbHOM JIEJIEHUW MeH03a HE MPOUCXOJUT, YTOOBl HE JOMYCTUTh
BBIXOJl M3 Melo3a u ciaeayromuil mukin perukaruu JJHK [Nasmyth, Haering, 2009].
[Tommnas nerpanamus mukiauHa B u momasnenne CDK1 coco6ctBytoT nepexony nz Mll B
All u oxonuanuto MerioTrueckoro aenenus. @opMupoBaHue Auajl B MUKPOCIIOPOTEHE3E
aM(uUrarmionioB MOXeT CBUAETENbCTBOBATh 00 oTcyTcTBUM akTuBHOCTH CDK1 u APC/C
B KOHIIE TEpPBOro JejeHus. BO3MOXHO, BBIXOA M3 KIETOYHOTO JIEJICHUS MOXXET OBbITh
OCYIIECTBJIEH IyTEM IOJIHOM Jerpajaluy HUKIMHa B, 4To Takxke, Kak M pas3jaeiieHue
cecTpuHckux xpomatuj B Al, Gonee xapakTepHO Uis MHTO3a, a He Meno3a. Cremyer
TaKKe OTMETHUTh, YTO Yy IMIICHHIIBI TOMOJIOT TeHa Cycal;2/tam, myramms KOTOpOTro
NPUBOJIUT K (OPMHUPOBaHUIO HepenynupoBaHHbIX rameT B A. thaliana [d’Erfurth et al.,
2010], pacnonoxen 6au3ko k QTL (QTug.sau-3B), st KOTOPOro MOKa3aHO y4acTHE B
rekcarionau3anuu mmeHunsl [Hao et al., 2014]. [lo-BuaumMoMy, NaHHBIA T€H MOXKET
TaK)Ke BIUATH HA PECTUTYIHIO Y aM(DUTATUIOUIHBIX PACTEHUH TIIICHUIIBI.

Takum o0pa3zom, MOKHO MPEICTABUTH CIEAYIOLIYIO CXEMY pealu3allii pEeCTUTYLUU
B MEWOIMTaxX C SKBAIMOHHBIM TUTOM neneHusi (puc. 4.1). B S-daze mpoucxomut
nokanu3aius Oenka Rec8 (koresuH, puc. 4.1) Ha XpOMOCOMBI M YCTaHOBJICHUE KOTC3HH
cectpunckux xpomaruia. B TIl orcyTcTByeT cnapuBaHHe XpoMOCOM, oOecrieunBaeMoe
Hamuauem Phl  nokyca. B MI  yHuBaneHTHBIE XPOMOCOMBI €  OHITOJSPHO-
OPUEHTHPOBAHHBIMH KMHETOXOPAMHU BBICTPAUBAIOTCS B DKBAITMOHHOM TJIOCKOCTH 3a CUET
amburennueckoro npukperuieanss MT BepeTeHa, MpearnoioKUTEIbHO, 00ecredynBaeMoe
opraHu3aiue XpOMOCOMHBIX KOpPOB «OOK-0-00k» wuiu moaaBieHueM reHoB MIS12,
NDS80. B Al cemapasza pa3pe3aeT KOT€3MHOBBIE KOJIbLA, pa3felisisi KaK CECTPHUHCKHE

XpOMaTHUIbI, TaK U [EHTPOMEPHI, HE 3alIUIIeHHbIe OelKoBbIM KoMIuiekcoM SGO1-PP2A.
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B TI| npoucxomut neKkoMmakTH3allds XPOMOCOM, IIOJHAs Jerpajanus IUKINHA |
nonapnenue aktuBHOocTH CDKI1-kuHa3pl, mpuBoAsmIME K BBIXOAY M3 MeWo3a U

dbopMUpOBaHUIO AUAI.
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Pucynox 4.1. [Ilpeamonaraemas cxema peCTUTYUMH Y  MNIICHHYHO-PXKAHBIX
aM(UrarIon10B C SKBAITMOHHBIM TUIIOM JICTICHUS.

4.5. ®opMupoBaHNE MOHOIIOJISIPHOI0 BepeTeHa Y aM(pUranjioni0B

[lepBoe wMmeioTHyeckoe JeJIeHHE B HOpPME XapakTepuszyercs (QOopMUPOBAHHUEM
OWITIOJIIPHOTO KOHBEPTEHTHOTO BepeTeHa jencHus, Ho y rtuOpumoB 1RV(1A)XR,
5R(5D)xR, u 6R(6A)XR Mmbl HaOmrOmaIM MEHOLMTHI ¢ aHOMAJIbHBIM MOHOIOJISIPHBIM
BepeTeHOM. DOpMHpPOBaHHE MOHOIMOJSIPHOTO BEPETEHAa MOXET OBITh CBSI3aHO C
HapyIICHUSIMH B paboTe MOTOPHBIX OCNKOB cemeiicTBa kuHe3uH-D [Bannigan et al.,
2007]. Tak, y murormyeckoro myranta rsw7 (radially swollen7) A. thaliana L., B
npomeTtadasze Ipoucxoanio (GpopmMupoBaHre OUTOISIPHOTO BEPETEHA, MOJCAa KOTOPOTO
3aTEM «CXJIAMbIBAIMCH» € O0Opa3oBaHMEM OJHOTO TIONIOCa, B janbHeimem MT
MUTPHPOBAIN K Nepudepun KIeTKH, HO ¢parmoriact He ¢popmupoBaics [Bannigan et
al., 2007]. Tak ke, Kak ¥ y IpyTruX OpraHU3MOB, O€JIKU ceMelCcTBa KHHE3UH-S pacTeHUM
CTaOMITM3UPYIOT BEPETEHO Ha dKBaTope, Pukcupys mitoc-koHisl MT [Zhu, Dixit 2012].
B nameit pabote Mbl He Habmonanu peopueHTauuu MT WM «CXJanbIBaHUS) MOITIOCOB

KaKk y MYTaHTOB ISW7, CJI€JOBAaTEIbHO, MOXKHO MPEANOIOKHTb, YTO (OPMHPOBAHHE
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MOHOIIOJIIPHOTO BepeTeHa y aM(UrarioufioB HE CBSI3aHO C HapyLIEHUEM padOThI
KHUHE3UHOB-5.

Kpome kuHe3nHOB, B (HOpMHPOBAHUU OUIOJISIPHOTO BEPETEHA JEICHUS Y PACTCHUM
yaactByeT Takke Cdc2/CDK1 kuHaza, WHTHOMpOBaHHE KOTOPOW MPUBOIUIO K
aHOMaJIMsIM BepeTeHa y cajoBoro 006a u srouepHsl [Binarova et al.,, 1998]. B takux
KJIETKax B MeTaga3ze XpOMOCOMBI HE BHICTPAUBAIIUCH HA SKBATOPE, a 00Pa30BBIBAIIN KPYT,
B KOTOPOM KHHETOXOpBhI OBUIM OPHEHTHUPOBAHBI K ILEHTPY, a IUIEYH - HAPYKY.
Hcnonb3oBanue raMma-TyOyaMHa B KaueCTBE MapKepa MOJI0COB MO3BOJUIO YCTAHOBUTH
HaJU4he OJHOIO MOJII0ca B IIEHTPE JTaHHOTO KPyra, 4TO MOATBEPXKAalo (GOpMUPOBaHUE
MOHOIOJIIPHOTO BepereHa [Binarova et al., 1998]. [lannas kapTuHa cXo0Xa C
dbopMupoBaHHEM XpoMocoMaMu (PUTYphl KOJbIla KUHETOXOpPAaMH BHYTPb M TUIEYaMU -
Hapy>Ky B TIEPBOM JCJIICHHMH Meio3a y amduramionsoB. Takum o00pa3om, MOXKHO
MPEIOJIOKHUTH, 4TO (POPMHUPOBAHUE MOHOIIOJISIPHOTO BEPETEHA MOXKET OBITh CIIEJICTBUEM

nHaktuBanuu Cdc2/CDK1 kuHa3bL.

4.6. I'nopuabl 2R(2D)1XR saBasiIOTCS YI00HBIMH MOIEISIMH ISl H3yYeHHS

auHaMmuku MT B meiio3e

VY nmennuHo-pxaHbix ruOpuaoB 2R(2D);XR Mbl Habmoaanu nmpeumyiecTBEHHO
PEAYKIMOHHBIA THUIl JCJIEHUS, XapaKTEPU3YIOUIUMNCS MOHOMNOJISIPHOM OpHUEHTaluuen
YHUBAJICHTHBIX XPOMOCOM U HUX IPOM3BOJIbHBIM DACIpPEACIICHUEM MEXAY MOJI0CAMHU.
Takoli THN TIOBEJEHHS MOMET IMPEINOJNIOKUTh OTCYTCTBHE (DYHKLIMOHUPOBAHUS
yeknnonHToB SAC (Spindle Assembly Checkpoint, yeknouHT cOopku BepeTeHa JesIeHus)
u APC (Anaphase Promotion Complex, komruiekc ctumyiisiiuu aHaga3sbl). KoHTpoub
cerperamnuy XpoMOCOM JIy4dllI€ BCErO OMMCAH Y KUBOTHBIX U IPOAKEN M OCYILECTBISAETCS
omaromaps Hamumuuio SAC, (yHKIUS KOTOPOro oOecneunBaeTCs KOHCEPBATHBHBIMHU
OenkaMM, KOHTPOJIMPYIOIIMMM NpaBWJIbHOE mpuKkperuieHne MT BepereHa neiaeHHs K
KhHeTOXopaM XxpomocoM [Zamariola et al., 2014]. B ciydae HenmpaBHILHOTO
npukperuienuss MT, 3T GelKM OTCHUIAIOT CUTHAJ K OCTAaHOBKE JIETICHHS, HE MO3BOJISS
BONTH KIileTKe B cTaauio aHadasbl. Ilepexon B anada3dy W jgerpamanus KoresmHa
obecnieunBaetcs Oenkamu APC [Adele, Marstone, 2009]. [Ipenmonaraercs, uto OCIKU

SGO cnocoOHBI ompenensiTh OTCYTCTBHE «HATSDKEHUS» MEXAY KHHETOXOpaMH IpHU
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HenpaBWIbHOM Npukperuiennd MT u npuHuMaroT ydactue B koopauHanuu pabotst CPC
(Chromosome Passenger Complex, Tpan3utHbiii XxpomocoMHbIii komiuiekc), APC u SAC
[Gutierrez-Caballero et al., 2012]. ¥V pacTeHuii 4eKIIOMHT COOPKH BepeTCHA ICICHUSA HE
TaKOW CTpOTWii, KaK y JKHBOTHBIX M Aposxokeit [Wijnker, Schnittger, 2013], u nanuuune
HECTIAPEHHBIX XPOMOCOM WIJIM HEMpPaBHIBHO MpHKperieHHbIXx MT He ocraHaBimBaeT
NeJIeHne, B pe3yJibTaTeé 4Yero Mbl HaONIoJaeM pa3iMyHble HapyIIeHUs B 0Opa3OBaHUU
raMer y THOpHIHBIX pacteHuil. [lpeamomaraercs, 4TO KOHTPOJb YEKIIOMHTAa COOPKU
BEpeTeHa JIJICHUs Y PACTCHHUI OCYIIECTBISETCS TaK K€, KaK ¥ Y )KMBOTHBIX, TTOCKOJIBKY
JUIE HEKOTOPBIX PAaCTEHUH WACHTU(UIIMPOBAHBI TOMOJOTH TeHOB, Komupyrommx SAC
oenku, takue kak MAD2 (mitotic arrest deficient) kykypy3sl u apabupgorncuca, BRK1
(Bubl-Related Kinase) puca u Mpsl (Monopolar kinasel) apabunomncuca [Wang et al.,
2012; Zamariola et al., 2014]. [yisg pacTeHu#l MIICHUIBI TAKKe MOKA3aHO HaJIMYHE TeHa
MAD?2, xapTHpOBaHHOT'O Ha XpOMOCOMax 2-oif romeosioruaHor rpynimsl [Kimbara et al.,
2004]. IIpeanonaraercs, 4ro 6em1ok MAD?2 yyacTByeT B KOHTPOJIE YEKIIOMHTa COOPKHU
BEpETEeHA JICJICHUSI B MUTO3€ MIICHHIIBI, TOCKOJIbKY MPU 00pabOTKE MENSIIUXCS KIETOK
konxuuuHoM (paspywmienue MT Beperena nenenusi), MAD2 ocraBancs CBA3aHHBIM C
KHHETOXOpaMH XpPOMOCOM U B MeTadase, uero He Habmoganoch B HopMme. OmHako
GbyHKIHS JaHHOTO Oejka B MeWo3e, KaK U BIMSHUE KaXIOW M3 TOMEOJIOTHYHBIX KOITHH
rena MAD2 mnioka emte He onpenaenensl [Kimbara et al., 2004].

Kpome otcyrcTBUs uekmonHTa cOOpku BepeTeHa jaeneHust y rudpugos 2R(2D);xR,
JETEeKTHPOBAJIOCH HAMOOJIBIIIEe YMCIIO OTKIOHEHHH B paboTe BepeTeHa JeNIeHUs, TaKuX
Kak (hopMHUpOBaHUE U30THYTOTO, TPEXIOIIOCHOTO U CHEPUIECKOTO BEPETEH ACTICHHUSI, YTO
TOBOPUT O HApPYIICHWW TOJSIPHOCTH BepeTeHa. [laHHBIE OTKIOHEHUS MOTYT OBITH
CBsI3aHBI C HAOIIO/IaeMBIM OTCYTCTBHEM/TIO/IaBlieHuEM (HOPMUPOBAHUSI MHTEP30HATBHBIX
MUKpOTpyOoUek B Al, a TakKe ¢ IPAKTUIECKH TOJHBIM OTCYTCTBHEM BBICTPAUBAIOIIINXCS
B SKBAIIMOHHOHN TUIOCKOCTH OWTIONSIPHO-OPHEHTUPOBAHHBIX XPOMOCOM, MPHKPETIICHHBIX
K MT oT IpOTHBOIIOI0KHBIX TIOJIIOCOB.

VY ampuramnonnos 2R(2D)1XR Mb1 Habm01a711 OPMUPOBAHKE MONTIOCHBIX CTPYKTYP
06e3 QopmupoBanus wuHTep3oHanmbHOW cuctembl MT. CrnemgoBarenbHO, MOXKHO
NPE/OI0XKUTh, YTO KHHETOXOPHBIE IYYKH MHKPOTPYOOUEK CIOCOOHBI pachpesesisiTh
XPOMOCOMBI MEXy MOJIFOCAMHU B OTCYTCTBHE UHTEP30HAIBHOM cucteMbl M T, BO3MOXKHO,

3a CUeT TAHYILIEH Cuibl, co3aaBaeMoi npu pazdoopke MT Ha nomrocax. JJunamuka MT u
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cerperaimsi XpoMOCOM JIy4llle BCEro M3y4eHbl Ha MmpuMepe aHadasbl MUTO3a KUBOTHBIX,
KOTOpasi IPOUCXOAUT B 2 ATama: Hauajao JABMKEHUSI XPOMOCOM K MojocaM (aHadaza A) u
SIIOHTAIMs BepereHa aencHus (anadasa b) [Mclntosh et al., 2012]. IIpu aToM, IBHKCHHE
XxpomMocoM B aHadaze A TNPOUCXOAMT 3a CUET YKOPOUEHHUS KHHETOXOPHBIX
MUKpOTpyOOUeK, obecneunBaemoe aenoiaumepusanueii MT B oOnacTu KuHETOXOpa
W/ Ha moitocax (B 3aBHCHMOCTH OT THITa KIeTOK M opranum3ma) [Mclntosh et al.,
2012]. Cerperanust Tak:ke MOXET OCYILECTBIISITHCS 3a CUET JACUCTBUSA OENKOB-KUHE3UHOB,
TaKUX Kak XpoMokuHe3umH NOd, s KOTOporo mpeanojiaracTcs y4acTHE B CO3JIaHUH
TAHYIICH CHJIBI Ha TOJrocax B oomuTax apo3oduisl [ Theurkauf, Hawley 1992; Matthies
et al., 1999]. B anadaze b OCHOBHYIO pOJb HIpacT HWHTEP30HAIBbHAs CHCTEMa
MUKpPOTPYOOUEK, 00eCTIeunBaroNIasi «pacTaJKUBaHUE» MPOTUBOMOIOKHBIX MOIIOCOB, 32
CYET KHHE3MH-5 OMOCPEOBAHHOTO CKOJBXEHUS WHTEP30HAIBHBIX MHUKPOTPYOOUEK U
cTabmiu3anuu  IUI0c-KoHIoB  MT  Oenkom  marponmHom  (Patronine), koTopslid
IIPOTUBOJIEUCTBYET KMHE3MH-13 omocpenoBanHou aenoanMepusauun MT Ha momrocax
[Wang et al., 2013]. Takum 00pa3oM, MOKHO IPEANOIOXKHUTh, YTO Y PACTCHHH CHCTEMa
uHTep3oHaTbHBIX MT MeHee Ba)kHa, YeM y KMBOTHBIX JUIsI CETpEeraiid XpoMOCOM U
MOXET OCYLIECTBIIATHCS 3a cueT AenonuMmepusaun MT. Takxke CTOUT OTMETUTh, YTO B
pPacCTHTENbHBIX KJIETKaX HHTep3oHanbHble MT yuactByloT B  (opmMUpoBaHUU
¢dparmoruiacta B Tenodase - MaccuBa aHTunapamienbHbix MT, KOTOpBIN cOCOOCTBYET
BE3UKYJSIDHOMY  TpaHCHOPTY  (BEe3uKydbl  [ONbIKM) K  DKBAaTopy  KIETKHU.
TpaHncnopTupyemble My3bIPbKH CIMBAIOTCS Ha 3KBaTOpe C 00pa30BaHMEM KIETOYHOMN
IUTACTUHKHM, KOTOpas, B KOHIIE IIUTOKMHE3a, OOBEIUHACTCA C IUJIa3MaTUYECKOM
MeMOpaHoii, pa3aesnsis ABe HOBbIE KeTkH [Segui-Simarro et al., 2004]. OrcyrctBue MT B
obnactu skBatopa B Al He mpUBOAMIO K OJIOKUPOBAHHWIO IMTOKWHE3a Y PpacTECHUU
2R(2D)1XR, u B Tl HaGmonanock nocTpoeHue gpparmoriacta u KJICTOYHOW CTEHKH.
I'mbpuaneie pactenus 2R(2D)XR sBisIOTCS XOpoIIeH MOIAETBbIO IS HU3Y4YECHUS
muHamMukn  MT, mDockonpKy y pacTeHud HaOJMIOJAeTCsl MHOXKECTBO PA3JIMYHBIX
HapylieHul BepeTeHa neneHus B M|, koTopeie, XOTS U HE MPUBOIAT K PECTUTYIIMU, HO
JTAI0T BO3MOXKHOCTh YCTAHOBUTH HEKOTOPHIE 3aKOHOMEPHOCTH OpraHU3allMid BEpeTeHa
neneHust: B npodaze nyuku MT popmupyrores or kuHetoxopa, a B aHadaze kMT myuku
CIIOCOOHBI pacIpeNiesaTh XPOMOCOMBI MEXy TOJIIOCAMH B OTCYTCTBUHU IEHTPAIBLHOTO

BEpETEHa.
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4.7. ®opmoobpa3oBaHne U NPOAYKTUBHOCTL THOpuaos F,

OtnanenHas THOpUANU3AIMS SBISETCS MOUTHBIM HMHCTPYMEHTOM CENEKIIMOHEPOB JUISI
MOJIYYEeHUS HOBBIX ()OPM KYJIbTYPHBIX PACTEHUM, YTO HAIUIO CBOE IMOATBEPKICHHUE BO
MHOECTBE paboT KiacCUKoB, Takux Kak [lumun [1963] u Kapneuenko [1971]. [Ipu sTom
OTMEUaloCh, YTO «4eM Jajblle pOACTBO, TEM HHTEpPECHee BapHAaHTBD» B
dbopmoobpazoBanun.  Takum  oOpa3om,  Haubojbliee  MHOrooopasue  Gopm
oOecrieynBaeTcsi B pe3yjbTaTe OOBEAMHEHHUS] B OJHOM THOPUIHOM T€HOME Pa3IMYHBIX
ajyiesied TeHOB MPU MEXKPOA0BOM rubpuan3anun. BocctanoBieHue pepTHIILHOCTA TAKUX
ruOpUIOB TMPOUCXOAUT TPH TMOJUIUIOWAN3AIUMU, a COMYTCTBYIONIAs pEOpraHu3aIus
reHOMa TaKXke CIOCOOCTBYET YBEIMYEHHUIO pazHooOpasus dopm. U depTtunsHOCTh, U
dopmMooOpa3zoBaHKe 3aBUCAT OT reHeTHuyeckoro ¢ona rudpuma [Zhang et al., 2007,
2008]. AHanu3 ¢eptuabHOCTH THOPHIOB Fi TeTpammounanoit mmenursl T. durum Desf.
copta Langdon u ero 10 mucoMHO 3amelneHHBIX JIMHUE ¢ oOpasmom AS60 Ae. tauschii
CosS. mokasan yBeIWYCHHME YHClIa 3aBsi3aBIIMXcS ceMsH y ruopumo 1D(1A), 1D(1B),
3D(3A), 4D(4B), 7D(7A), u 2D(2B) ¢ AS60 u cumxenune y rudpumos 3D(3B)+3BL,
5D(5A)+5AL, 5D(5B)+5B, u 6D(6B)+6BS ¢ AS60 mo cpaBHEeHWIO ¢ THOpUIaMU
Langdon ¢ AS60 [Zhang et al., 2008]. B nHacrosimeii paboTe Takke IOKa3aHO, YTO
dbopmooOpa3zoBaHre M BOCCTAHOBJICHUE (DEPTUILHOCTH 3aBUCAT OT TeHOoTHMNa. Tak, y
noromkoB F, 1RV(1A)XR HaOiromanoch yBeIMUYSHHE YMCIIA 3€pEH C OJHOBPEMEHHBIM
COKpAIIICHHEM HX MAacChl OTHOCHUTEIFHO POIUTENBCKHX ()OPM MIICHHUIBI (3aMeIIeHHAs
JIMHHUSA), B TO BpeMs Kak y motoMkoB 6R(6A)XR Habmomanocs yBeIMueHHE YUCiIa 3ePCH
0€3 CHIDKEHHSI MacChl, HO Y OJTHOTO U3 PACTEHUM MPOUCXOAMIO yBennueHue mMaccol 1000
3epeH W u3MeHeHue oOkpacku mnepukapna (pacrenue NelO-1). BoccranoBienue
(bepTUIBHOCTH TPOUCXOAMIO KaK y TuOpuaoB mmeHuisl copra CapaTtoBckas 29 c
POXbIO, Tak M y TOpuIoB 3amerneHHbIX auauid 1RV(1A), 6R(6A), SR(5D) ¢ poxbio, HO
He y rubpunos 2R(2D);xR.

CormacHo Hao c coaBropamu [2014], oOpa3zoBaHne HEPEAYIIUPOBAHHBIX TaMET Yepe3
FDR c ¢opmupoBaHreM pEeCTUTYIMOHHOTO fAapa obecreunBaeT Oojee NpaBUIIbHOE
pacmpesiefieHHe XpOMAaTH BO BTOPOM [ICJIICHWH, a PECTHTYIHS MpH AKBAIMOHHOM
pa3JeieHn XPOMOCOM B TIEPBOM JICJICHUH MeH03a MOXKET MPUBOJUThH K aHEYIJIOWINU.

Kpome toro, B pabore Oleszczuk, Lukaszewski [2014] mnpennoxkeHO HECKOIBKO
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pa3IMYHBIX THIIOB ASKBAallMOHHOTO pa3leJICHHs, B pE3yJbTaTe KOTOPHIX O00pa3yroTCs
AQHEYIUIOWIHBIE TaMEThl, a TaK)Ke BO3MOXKHO HAJIMYME XPOMOCOMHBIX TepecTpoek. B
Hamreii pabore y Bcex THOpHmoB, Kpome crepmibHbiXx 2R(2D);xR, moromku F,
pa3IMyaInch MEXIy COOOW MO0 MOPQOJIOTHYESCKAM MpH3HAKAM, OJHAKO MbI HAOJFOIaH
OJTHOBPEMEHHOE TMPHUCYTCTBHE JIByX MEXAaHU3MOB PECTUTYIMH — (OpMUPOBaHHE
MOHOTIOJSIPHOTO  BEpPEeTeHAa W  MHTO3-TIOJOOHOE JiejicHHe (PKBAIMOHHBIM  THM).
CrnemoBareabHO, Pa3IHYUs MEXIY TTOTOMKAMH MOTYT OBITh CBSI3aHBI C MCIOJIb30BaHUEM
pa3nuuHbIX 3amenicHuid. C ApYyrol CTOPOHBI, €IWHOBPEMEHHOE IPHCYTCTBHE JBYX
MEXaHU3MOB PECTHTYIIUH, MPUBOJSAIINX K BOCCTAHOBICHUIO (PEPTHIHLHOCTH THOPHIIOB,
OTMEYaJIOCh TaK)Ke MpH CKpemmBaHuu mireHuisl 1. durum Desf. copra Langdon u ero
10 aucoMHO 3aMelleHHBIX JUHUK ¢ oopasiom AS60 Ae. tauschii Coss. [Zhang et al.,
2008]. OnHako B JaHHOM ciiy4ae, HE ObUIO OOHApPYKEHO CBSI3U MEXIY pPa3IMYHbIMU
3aMEMICHUSAMU U (OPMUPOBAHUEM AHCYIUIOMIHBIX rameT. Takum o0pa3oM, MpOoBEICHHE
TATBHEUIITNX MCCIIEAOBAHMH 110 aHAIM3Y THOPUTHBIX TCHOMOB TIO3BOJIUT MOJIYIHUTh OoJiee

TOYHBII OTBET O MPUYMHAX HAOJIOIAEMbIX pa3IU4Mid y pacteHuit F,.
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3AKJIIOYEHHUE

B nuccepranmmu npuBeAEHBI HCCIEAOBAHUSA IOBEIEHHUS XPOMOCOM B Meio3e y
NIIEHUYHO-PXKAHBIX ~ aM(UramiouioB €  pa3iMYHbIMU  3aMELIEHUSIMH  XPOMOCOM
NIIEHHIBL. Y CTaHOBIIEHO, 4To 3amenienue 2R/2D npenonpenernsier peIyKINOHHBIA THUIT
JeJICHUSI XPOMOCOM U CTEPHJIBHOCTh THMOPHIIOB, a 0COOCHHOCTBIO 3amemieHnil 1RV/1A,
6R/6A, 5R/SD sBnsercs WHAYNHPOBAaHWE JBYX MEXAaHH3MOB PECTUTYIMH H, KaK
CJIEJICTBHE, YAaCTUYHOE BOCCTaHOBIIeHHE (epTuibHOCTH. Kpome TOro, OoTIMYMTENbHOU
ocobeHHOCTBIO 3amemieHus SR/5D  sBusercss Oosee BBICOKAas YAcTOTa IIOSBICHUS
MEUOIIUTOB C OJIOKUPOBAHUEM MIEPBOT'O0 MEMOTUUECKOTO JCIICHHUS.

B HacrosmeMm HcCCIEAOBAaHMM IIOJIYYEHBI OTBETHI HA HEKOTOPBIE U3 JaBHO
BOJIHYIOLIIUX F€HETHUKOB BOIPOCOB C UCIOJIb30BAHUEM COBPEMEHHBIX IUTOI€HETUYECKUX
MeTo/10B. C TIOMOIIBI0 MMMYHOOKpAIINBaHUS U (BIyopeceHTHOH iN Situ rubpuanzanuu
B MHUKpOCIOpOreHe3e aM(UramiousoB J€TalbHO  OXapaKTEPU30BAaHO  YEThIpe
MEHOTHYECKHUX ¢denotumna MOBEACHUS XPOMOCOM: PEAYKLIMOHHOE,
PEIYKIIMOHHO+HIKBAIIMOHHOE, SKBAI[MIOHHOE, a TakKe OJOKMpPOBAHHE NEPBOTO JIEICHUS.
JlaHHble O JIMHAMUKE MHKPOTPYOOUEK M apXUTEKType KHHETOXOPOB YHHBAJIEHTHBIX
XpOMOCOM II0Ka3bIBAIOT, YTO JBA BAPUAHTA IMOBEACHHUS XPOMOCOM - PENYKLIMOHHOE U
PEAYKIMOHHOTIKBAIIMOHHOE, MPEJICTABISAIOT CO0OM aBTOHOMHBIE THUIBI JEJEHUS, a HE
IIPOMEXYTOYHBIE CTaJIMH NIEPBOTO JIEJIEHUS MEH03a.

[TokazaHo, 4YTO PECTUTYIUSI MOXET ObITb OJHOBPEMEHHO PE3yJIbTaTOM, MOJA0OHOTO
MHUTO3Y, PKBAllHOHHOTO JEJEHUSI XPOMOCOM C MOCJIENYIOIIUM OJOKHMPOBAaHHEM BTOPOTO
neneHusi, W OJOKHpPOBAHMS TMEPBOTO JEJICHHS MpH OOpPa30BAHUU MOHOIOJSPHOTO
BEpeTeHa U Cerperaimuud XpomMaTHa BO BTOpPOM MeioTudyeckoMm jeneHud. [lpu
HKBAIMOHHOM JICJICHUU OOpa3yeTcsi OWMONSpPHOE BEPETEHO, pa3/eleHHe XPOMOCOM
npoucxoauT B Al mociie BrICTpauBaHUs Ha SKBATOPE KJIETKHW YHUBAJICHTHBIX XPOMOCOM C
MHUTOTHYECKOW OpraHU3alMued LIEHTPOMEPBI, HO MEUOTHYECKOW KOMITAKTH3ALHEN U
koresueil xpomocom. Ilorepss koresum cecTpuHCKUX xpomaTua B Al B 1aHHBIX
MEHOLMTAX MPOUCXOJUT OJHOITAIIHO, T.€. E€AMHOBPEMEHHO pa3JeisloTCA IUIeYd U

LEHTPOMEPBl CECTPUHCKUX XpoMmaTuia. Takum oOpa3oM, Meio3 3aBepuiaeTcs U
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o0pa3yloTcsi HepeAyLUUPOBaHHbBIE MUKPOCHOpHI. BTOpoil TN AeneHus, NPUBOASIIMNA K
00pa3oBaHUI0 HEPEIYLUUPOBAHHBIX TaMeT MPOUCXOIUT cileAyrommM obpazom: 1)
dbopMupyetcs MoHOMOJIsIpHOE BepeTeHo B MI; 2) oTcyTCTByeT cerperanus XpoMOCOM B
Al; u 3) dQopmupyercs OHNOIApHOE BEPETEHO C TOCIEAYIOMEH cerperanuen
CEeCTPUHCKHX XpoMaTHJ BO BTOpOM jeleHun wmeiosza. I[lpu stom, dopmupoBanue
MOHOIIOJIIPHOTO BEpeTeHa TNpPEeNCTaBIsieT co00M CTPYKTYpy «lIUIsANa», KoTopas
OpPraHU3yeTCsl U3 KUHETOXOPHBIX MUKPOTPYOOUEK, KOHBEPTUPYIOIINX HA OJHOM IOJIIOCE,
a XpOMOCOMBI UMEIOT KOMMAKTU3AIMIO U OPUEHTAIIMIO KMHETOXO0pa, COOTBETCTBYIOIIUE
IIEPBOMY MEHOTUYECKOMY JICJICHHUIO.

N30bITOYHOCTD T€HOMA MIIEHUIIBI 3aTPYTHSIET U3yUYeHUE TeHETUUECKONW perysiuu -
CJIOHO YCTaHOBUTH, KAKOM MMEHHO I'€H OTBEYAET 3a OINpEeNICHHYIO (QYHKIUIO, TaK KaK
B TCHOME IMPHUCYTCTBYIOT 3 TOMEOJIOTHYHBIC KOIMUU, MYTalus OJHOW M3 KOTOPHIX
HUBEJUpYETCS  HaiuuueM JAByX aApyrux. OjaHako  peopraHuszanusi TeHOMa
amtorekcariougHo mmeHunsl (AABBDD) npu nonumuiounausanuu, BKITIOYAOIIAs
AIIMMUHALIAIO W SIUTCHETHYECKHEe W3MEHEHUS TEHOB, MpuBeia K (YHKIHMOHAIBHON
acMMMETpuM CcyOreHoMoB TiieHuIbl. Kak crienctBue, 3amelnieHue XpoMOCOM MOXKET
NPUBOJIUT, K HM3MEHEHHI0 AKTUBHOCTH T'€HOB, BbIpakawomieecs B (EHOTUITUYECKUX
pasziuuusix, B TOM 4YHCII€ U B MOBEJICHUM XPOMOCOM B MeHO03€, 4TO, B JajbHEUILIEM,
MOXET MOMOYb CY3UTh IMOUCK YYACTBYIOIIUX B PECTUTYIIMU T'€HOB JO OMNpEAEICHHOMN
XpOMOCOMBI. JIMHHUU € 3aMELIEHUSMH SIBISIOTCS XOPOIIEH MOJENbI0 i1 HU3yUYEHHs
MEXaHU3MOB PECTUTYIIMH W MEHOTHYECKOro JeieHuss B 1enoM. OrnpeaeneHue
OENKOB/TEHOB, YYACTBYIOIIMX B PETYJSALUUA PECTUTYLHUU, MOXKET OBITh CIEIYIOUIUM
Ba)KHBIM ATAllOM Ha IMYTH MOIy4YeHUs PepTHUIHHBIX THOPUJIOB MIIEHUIIBI U TOCTEAYIOIICH

MoaudUKaIUU ee TeHOMa.
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BbIBO/bI
1. Busyanuzanueli ¢ momoribio  (IyopeciieHTHOH 1IN SitU  TuOpuau3anuu |
UMMYHOOKpAIIINBAHHSI OpraHu3anuu [ICHTPOMEPHOTO paiioHa, JIMHAMHUKH

MHUKPOTPYOOUYEK BEpeTeHa, a TakKe paCIpeleeHuss W COXPAaHEHUS KOTe3WH Ha
XpoOMOCOMax TMOJIY4eHO JI0Ka3aTelbCTBO TOMY, UTO MOBEACHHE XPOMOCOM B Melo3e
NIIEHUYHO-PKAHBIX ~ aM(UTAIJIONIOB  COOTBETCTBYET YETHIPEM THIAM  JCJICHUS:
PEAYKIIMOHHOMY, PEAYKIIMOHHOTIKBAIIMOHHOMY, OJKBAallUOHHOMY M (HOPMHPOBAHUIO
MOHOTIOJISIPHOTO BEpeTeHa B TIEPBOM JelieHUH. XpomocomHoe 3amerienue 2R/2D
OTpenessieT MPEHMYIIECTBEHHOE TPOXOXKIECHHE PEAYKIMOHHOTO THIIA JCTCHHS, a
samemienuss  1RV/1A, 5R/5D, 6R/6A o00ycnaBnuBarOT 4YeThIpEe THIIA TOBEICHUS
XpOMOCOM: PEAYKIMOHHOE JEJCHHEe, pPEAyKIMOHHO+IKBAIIMOHHOE, OJKBAI[HOHHOE U
dbopMHpoBaHHEe MOHOTIOJSIPHOTO BEpETEHA B TIEPBOM JICJICHUU.

2. OKBallMOHHBIA THUN JeleHuss U (HOPMHUPOBAHUE MOHOIOJIIPHOTO BEPETEHA
SBIISIIOTCS. JABYMSI MEHOTMYECKMMM MeEXaHHM3MaMH 00pa30oBaHMs HEpEeAyLHPOBaHHBIX
raMer y MUIICHUYHO-PKaHBIX aM(pUraruiona0B. OKBAIMOHHBIA THI XapaKTepU3yeTcs
PacXOKJICHHEM CECTPUHCKHX XPOMAaTHJ B TEPBOM M C€IUHCTBEHHOM JICJICHHU MeHo3a.
brnokupoBanue nepBOro [JeNeHUS MPOUCXOTUT MpPHU OOPa30BAHUU MOHOIOJISIPHOTO
BEpETEHa, CECTPUHCKHUE XPOMATHUIBI PACXOISATCS BO BTOPOM JCTICHHUH.

3. 3amemenus xpomocoMm 1RV/1A, 5R/5D, 6R/6A nerepmunupytor crneuuduyHbie
XapaKTEPUCTUKA  OSKBAIIMOHHOTO  PACXOXKACHHUS  YHHBAJICHTHBIX  XpoMocoMm: 1)
OJIHOSTAIIHOE MCYE3HOBEHUE KOTE3MM B O0JIACTH IUIeYEH M IIEHTPOMEPHBIX PailOHOB; 2)
MUTOTHYECKYIO OPTaHM3alMI0 LIEHTPOMEPHBIX PaliOHOB, a UMEHHO, HaTsbkeHue JJHK B
0o0acTi TEPBUYHOW TMEPETSHKKU, a TaKkkKe OWMOJSPHYIO OPHUEHTAIMIO0 CECTPUHCKHUX
KHHETOXOPOB.

4. JlBa BapHaHTa TIOBEICHHUSI XpPOMOCOM - PEIYKIIMOHHOE u
PEIYKIIMOHHO+IKBAI[IOHHOE MPEACTABIAIOT COOOW aBTOHOMHBIC THIIBI JECJICHUS, a He
IPOMEKYTOYHBIE CTAJUH TIEPBOTO JIICHUS Meii03a. JlaHHbIe TUTIBI ICIICHUS HE SBIISTIOTCS

MEXaHU3MaMU MEMOTUYECKON PECTUTYLIUH.
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5. XpomocomHoe 3amernieHne 2R/2D ompenenseT MOHOMONSIPHYIO OPHECHTAIIHIO
LEHTPOMEPHBIX PAaHOHOB YHUBAJIEHTHBIX XPOMOCOM U COXPAaHEHHE KOTE3UH CECTPUHCKUX
XpOMaTH/I B IEPBOM JIEJICHUH.

6. OKBaIlMOHHBIA TUN JeleHuss U (HOPMHUPOBAHUE MOHOMOJISPHOTO BEPETEHA
SABJISIIOTCS MEMOTUYECKUMHU MEXaHU3MaMU BOCCTAHOBJICHUS YACTUYHON (EepPTHIHLHOCTH Y
NIICHUYHO-PKAHBIX THOPUAOB, YTO OBUIO MOATBEPKACHO 3aBSI3BIBAEMOCTBIO 3€pEH Y

rubpunoB 1Rv(1A)xR, SR(5D)xR u 6R(6A)xR.
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