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BBEJIEHUE

AKTYaJIbHOCTH

M3 Bcex 371aKoOB, MIIEHUIIA SBISETCS CAMOW PACIPOCTPaHEHHON KYJIbTYpOU B MHPE
(FAO 2014) m oaHMM W3 KIIOYCBBIX MCTOYHUKOB CBHIPbS JIJIS MHIICBOH MW
nepepabateiBatonieii  mpombiinicHHocTH  (Bushuk  1998). Illupokas aganTuBHas
CHoCOOHOCTh K MPOM3PACTAHUIO B PA3NUYHBIX KIMMATHYECKUX YCIOBHUAX, KU3HCHHBIN
UK, TUN Pa3BUTHS W TPOAODKUTEIBHOCTh BETETAIIMOHHOTO TEpHOJa TMIICHUIIBI
OTIPENEIISAIOTCS, TJIABHBIM 00pa3oM, aJUICIIBHBIM COCTaBOM TEHOB, PETYJIUPYIOIIHX
notpedbHocTh B sipoBu3anuu (reibl VRN) u uyBcTBUTENBHOCTH K (poTOmEpHoay (reHbl
PPD) (Worland 1996; Snape et al. 2001; Distelfeld et al. 2009; Kamran et al. 2014;
Bentley et al. 2013). PesynpraroM [gaHHOW ajanTalldd SBJISCTCA MPOXOXKICHHUE
OTIPENICIICHHBIX ATAallOB WHAWBHIYAJLHOTO Pa3BUTUS TpU HambOosee OJIarompHSITHBIX
yenoBusix okpyskatomieit cpensr (Cockram et al. 2007c). Kpome Toro, miaeiTpornHbIii
apdexr renoB VRN pacmpocTtpaHseTcs Ha psJ arpOHOMHYECKH IICHHBIX IPHU3HAKOB
TIIICHUIIBI, TAKUX KaK 3MMOCTOHKOCTh, MOPO30CTOMKOCTh, HAYAJIO U TIPOJIOJDKUTEILHOCTD
BBIXOJIa B TPYOKY, CPOKH KOJIOUIEHHUS, (PU3UOJOTHYECKYIO 3pPENIOCTh, YPOXKAaHHOCTH, a
TaK)Ke aJIallTUBHOCTH K JIEUCTBUIO CTPECCOBBIX (DaKTOPOB, CPeid KOTOPBIX 3acyXa, COJIH,
TEIUTOBOM IIIOK, paHeHus, aeicTBre adcum3oBoii kucaotel (Chen et al. 2009; Diaz et al.
2012; Dhillon et al. 2010; Eagles et al. 2011; Li et al. 2013; Yan et al. 2015; Chen et al.
2010; Wang et al. 2009; Bonnin et al. 2008; Diallo et al. 2010).

UyBCTBUTENHLHOCTh MIICHHUIIBl K MPOJIOJIKUTEIHHOCTH CBETOBOTO TEPUOAA CYTOK
(doTomepuron) oOycioBieHa IPEUMYIIICCTBEHHO aJIeIIbHBIM COCTaBOM
romeosiornueckoir cepun renoB PHOTOPERIOD-1 (PPD1) (Snape et al. 2001).
Myranuu, uaeHTuGuIrpoBaHHbIe B TOMUHAHTHBIX ayvensx PPD1 (He yyBcTBUTENBHBI K
NIPOIOJDKUTENLHOCTH  (POTOTEepHOAa), OOYCIIOBICHBI MACTCHHUSIMH WM WHCEPUHUSMHU B
obmactu mpomotopa (Beales et al. 2007; Wilhelm et al. 2009; Nishida et al. 2013), a
TaKKe yBeJIMYeHHEeM uucia komuit atoro reHa (CNV myrantsl) (Diaz et al. 2012). Tlpu
3TOM MOKa3aHO, YTO MyTauuu B obmactu mpomoTtopa renoB PPD1 okasbiBatoT Oosee
CWJIBHOC BJIMSIHUE HA CHMKCHHE YYyBCTBUTEIBHOCTHU K (hoTonepuony, ueM CNV (Shaw et

al. 2012). Kpome Toro, BapuabeapbHOCTh YKCiIa KOMUK He XapakTepHa ais renos PPD-Al
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u PPD-D1 (Diaz et al. 2012), a MmexaHH3M CHM)KEHUSI YYBCTBUTECIILHOCTH K (POTOMIEPHOIY
y CNV-mytanToB o PPD-B1 cuutaercs ycranosiaeuubim (Diaz et al. 2012; Shaw et al.
2012), Torma Kaxk WACHTUYHOCTb, JIOKATH3AIMS U (PYHKIHS PEryISATOPHBIX YYACTKOB B
obnactu npomoropa reHoB PPD1 okoHuYaTeNnbHO HE BBISICHEHBI.

Panee, nepBuunas ctpykrypa renoB PPD-Al u PPD-B1l Gwbuia uccnemoBana B
JTUILUIOMIHOW M HEKOTOPBIX BHIax Terparutouanoil mmenunsl (Takenaka et al. 2012;
Takenaka et al. 2013). OmHako aHaNW3 JUTEPATYPHBIX HMCTOYHHKOB HE BBISBHI
uH(popMmaluo 00 aHaTOTHYHBIX HcchenoBanusx reHoB PPD1 B Bugax rekcaruiongHoi
NIICHWIIBI, OTJIMYHBIX OT Triticum aestivum, a Takke B OOJBIIMHCTBE BHUJIOB
teTparutonanoi mmenunbl. 'en PPD-D1 mocrarouno xopomio usyduen (Beales et al.
2007; Guo et al. 2010; Chen et al. 2013). B 3Toii CBs3M aKTyaJlbHBIM SBJISCTCS
uccienoBanue obnactu npomoropa reHoB PPD1 u3 A u B renomoB y paHee He
U3YUCHHBIX BUJIOB TETPAIUIOMTHOW U TeKCATUIOUIHOMN TIIICHUITBI.

Heo6xomuMocTs HHU3KOTEMIEpaTypHON OO0pabOTKM pacTeHU Uil HWHUIUAIUN
PETPOYKTUBHON CTaJUU Pa3BUTHSA, ONPEHCISACTCS WX MOTPEOHOCTHIO B SPOBU3ALIMU.
UyBCTBUTEIILHOCTD TMIICHUIBI K SPOBH3AIMHM JETCPMUHUPOBAHA, TJIABHBIM 00pa3om,
aJyIeIbHBIM COCTABOM 4YEThIpeX MaKOpHbIX reHoB: VRN (TpaHCKpUNIIMOHHBIN (pakTOp
cemeiictBa MADS-box), VRN2 (zinc-finger CCT-nmomen conepxammii ren - ZCCT),
VRN3 (romomnor rera FLOWERING LOCUS T) u VRN4 (nynnukanus resa VRN-AL B
kopoTkoM Iieue xpomocoMbl SD) (Yan et al. 2003; Yan et al. 2004b; Yan et al. 2006;
Kippes et al. 2015). Cuctema 3TuX reHOB (GOPMHUPYET SIAUHBIN PEryJISTOPHBIN MEXaHU3M,
B KOTOPOM U3MEHEHHE AaKTHBHOCTHU TPAHCKPHUIIMH JIFOOOTO M3 TUX T€HOB BIUSET Ha
aKTUBHOCTh DKCIIPECCHHM OCTaJbHBIX TE€HOB CHCTEMbI, KOHTPOJHMPYIOUIEH TMpoIecc
SIPOBH3AIIMU U OTIpeeIIsomeil cpoku komomenus mieHuisl (Muterko et al. 2015a).

I'enst VRN1 xapakTepu3yroTcs HaJlMUMEM, 1O KpailHel Mepe, IBYX PeryiasTOpPHBIX
YYaCTKOB, JIOKAJIM30BAHHBIX B 00JIACTH MPOMOTOPA M TIEPBOTO HHTPOHA, COOTBETCTBEHHO
(Yan et al. 2004a; Fu et al. 2005). CnenoBarenbHO, aKTyajdbHBIM SIBISICTCS aHAIU3
nosuMopduszMa MMeHHO AaHHBIX oOiacteil reHoB VRN1 B xoae cCkpuHUHTa paHee He
HCCJICIOBAHBIX OOPA3IOB MOJIUIIJIOUTHOW TIICHUIIBI C ETbI0 HICHTU(UKAIIMN HOBBIX
QJIJICIBHBIX BAPHAHTOB ATHX I'€HOB, OKA3bIBAIONINX BIUSHUE HA OT3BIBYMBOCTH MIIICHUIIBI

K JAPpOBU3aAllUU.
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Cpenn romeonornunbix reHoB cepur VRNI1, nomumopdusm B koaupyromen
00JacTH, acCOLMUPOBAHHBIM C M3MEHEHHUEM KOJUYECTBEHHBIX IIOKa3aTened psaa
NPU3HAKOB, TMPEACTABJISIONINX 3HAYUTCIBHBIA WHTEPEC B CEJICKIUU  MIICHUIIBI,
unentuduupoad tonbko it rera VRN-AL (Chen et al. 2009; Dhillon et al. 2010;
Eagles et al. 2011; Diaz et al. 2012; Li et al. 2013; Yan et al. 2015). B ugactHOCTH,
noJIMMOp(u3M B 4ETBEPTOM SK30HE, KOAUpYHoleM ydacTok K-momeHa, acconmupoBan ¢
pa3nuyMeM B MOPO30CTOMKOCTH, TPONOJDKUTEIFHOCTH SPOBU3ALMU M BpPEMEHEM
xosromrenust (Chen et al. 2009; Eagles et al. 2011). B ¢Bsi3u ¢ HaTu4YKeM B3aUMOICHCTBHS
K-nomena c¢ apyrumu MADS-60kc-cofepkauumMu  OeKkaMu, TpeArnojaraercs, 4To
nosmmmopdusm B 3k30He-4 VRN-ALl wmoker oka3plBaTh BIMSHUE Ha MPU3HAKH,
IPOsIBIICHHE KOTOPBIX CBS3aHO C 3Kcmpeccuei storo rena (Eagles et al. 2011). JIpyrum
BaXXHBIM OJHOHYKJIEOTUIHBIM nonuMoppuzmom (OHII) wuaeHTHGUUIUPOBAHHBIM B
komupyromeir gactu reHa VRN-ALl sBisieTcs TpaH3WIUMS B CEABMOM JK30HE. XOTS
MyTalus JIOKaJM30BaHa Ha ydacTke, KoaupyromeMm C-TepMuHanbpHYyl0 007acTh
AMHHOKHCJIOTHON  ITOCJIEJOBATEIILHOCTHU oenka  VRN-AI, B KOTOpOW  HE
UACHTU(PUIIMPOBAHO KAKUX-THO0 (QYHKIHOHATHHBIX JOMEHOB, TOJIUMOP(PHU3M B TaHHOM
caifiTe acCOMUPOBAH C PA3IUYHEM B TPOJOIDKUTEIFHOCTH SPOBU3AIMU W BPEMEHU
kostomenus mmeHutst (Li et al. 2013). Kpome toro, ObI710 JOCTOBEPHO YCTAHOBJICHO, YTO
JnaHHas MuceHc-myTanus B Oenke VRN-Al Bausier Ha €ro B3aUMOJCHCTBHE C
npoaykTamu dkcrpeccuu reHa TaHOX1, uyTo Takke CKa3pIBaeTCs Ha CPOKaxX KOJIOIICHHS
(Li et al. 2013). Onmnako, HECMOTpPS Ha TO, YTO C MOMEHTA BBISBJICHUS JIAHHBIX
nonuMopdusMoB B kogupytomeit oonactu VRN-AL nponio moutu 10 net, B HacTosIiee
BpEMSI OTCYTCTBYIOT JIaHHbIE 00 MCCIIEIOBAaHUH DK30HA-4 U SK30HA-/ ATOTO TeHa B BUAAX
MOJTUIUTOMTHOM MIIEHHUIIBI OTIUYHBIX OT T. aestivum.,

PenieccuBHbIe amienu VIN2, acCOIMUPOBAHHBIE CO CHUKEHUEM YYBCTBUTEILHOCTH K
spoBU3alKK, OOyCIOBIEHb MyTanusiMu B nocienoBatenbHoctd  ZCCT  reHos,
koaupytomeii CCT-moMeH wiu HajduuueM HyJb-ajuienedl mo stuMm renam (Yan et al.
2004b; Distelfeld et al. 2009; Zhu et al. 2011). OgHako 10 cuX MOp HE OOHAPYKEHO
MPEICTABUTENICH MOJIUIIIIONTHON TMIIICHUIIBI, KOTOPbIE ObI COMEp AN HYIb-JIJICIH WIN
He QyHKIMOHaNbHBIE BapraHThl oqHOBpeMeHHO Bcex reHoB ZCCT (Distelfeld et al. 2009;
Zhu et al. 2011; Ma et al. 2012). U3BecTHO, YTO MyTallMii B KOHCEPBATHBHBIX caiTax

CCT-nomena 6enxkoB ZCCT XOTs M yCTpaHSIOT BIUSHHE MOCIEIHUX Ha MOJABICHHE
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skcripeccun Jiokyca VRN3, tem He MeHee, nmaxe Takue MyTaHTHbIe Oenku VRN2
CIOCOOHBI BCTymaTh B KOHKypeHTHoe B3aumojeiictBue ¢ apyrumu CCT-gomeH-
conepxkammmu Oenmkamu (Li et al. 2011). OxgHako mocieqHee MONHOCTBIO YCTPAHSETCS
npu Hanuuuu HyJds-amenei reHoB ZCCT, 4ro MOXKET OTpa3uThCs Ha MOKa3aTessixX
NPU3HAKOB, PETYISAIUS KOTOphIX ocymectBisiercs mnpu ydactun CCT-momen-
conepkamux OenkoB. Panee Hysb-alljiesibHbIE BapUaHTBl OBLTM MOKA3aHbI TOJBKO JJIS
reaoB ZCCT1, mpu 3TOM HX HCCIIEIOBaHWE MPOBOAMIOCH MCKIIOUYUTENHFHO B COpTax 1.
aestivum (Zhu et al. 2011), u B HacrosIIee BpeMs OTCYTCTBYET HH(OpMAIUSI
OTHOCHUTEJIbHO UX HWIACHTU(GUKALMU y TpeACTaBUTENed APYrHMX BUIOB IOIUILIONIHON
NIICHUIB. B 9TOH CBSA3M aKTyaJbHBIM SBISICTCS HMICHTH(UKAIUS ¥ OICHKA
pPacIpoCTPaHEHHOCTH  HYyNb-aJICIbHUX  MyTaHTOoB 1o TeHam ZCCT1  cpenm
NPEJICTaBUTEIICH PA3IMYHBIX BHIOB T'eKCATUIOUAHON M TETPATUIONAHON MIICHHUIIHI.

AmnensHoe pa3zHooOpasue rena VRN3 BreisBiieHo Tonbko B B remome (Yan et al.
2006; Chen et al. 2013). Jlomunantheie amtenu reHa VRN-B3 BcrpewaroTcs kpaiiHe
PEIKO, U BBISABIICHBI B HEMHOTOYHMCIICHHBIX copTax Msrkoi mmenuipl (Yan et al. 2006;
Zhang et al. 2008; Igbal et al. 2011; Chen et al. 2013; Derakhshan et al. 2013). Ognako
aHaJIM3 ATOTO TeHa IO HACTOAIIETO BPEMEHHU HE TMPOBOIWIICS B TETPAIUIONAHON MIIICHUIIE,
a TaKkXkKe y MpeACTaBUTENCH OPYrux BHUIOB I'eKCAIUIOMIHOW MIIEHUIIbl OTIMYHBIX OT T.
aestivum.

Hcnons3oBanue MOJIEKYJISIPHBIX MapKepoB 3HAYUTEIHHO MOBBIIIAET
3¢ (eKTUBHOCTh HJIEHTU(UKAIMK OOJBIIOrO KOJMYECTBA T'€HETUYECKOTO MaTrepuana,
OPEJOCTaBIsIsl HMCXOJHYI0 HWHGOpMAIMIO s TOHUMaHHs aJalTHUBHOM ILIEHHOCTHU
OTJEJIbHBIX ajuleNiell MM UX KOMOMHAIMN B KOHKPETHBIX YCIIOBHUSIX KYJIbTHBUPOBAHUS
nienunbl (Mohan et al. 1997; Gupta et al. 1999; Koebner et al. 2002; Rana et al. 2009;
Mammadov et al. 2012; Randhawa et al. 2013). OxHako OOJBIIMHCTBO MapKEepOB K
renam VRN u PPD1 pazpabarbiBanuch, OCHOBBIBASCb Ha JAaHHBIX HUX MEPBUYHON
CTPYKTYPBl TOJYYEHHBIX JJs1 KaKoro-au0o OJHOTO BHAA NIICHUIBI, MPH STOM
BO3MOKHOCTbH ¥ 3(EKTUBHOCTh MX HMCIIOJIb30BaHUS B aHAJIN3E JAPYTUX BUIOB IMIICHHUIIBI
He uccienoBanack. Kpome Toro, MHOTHE MapKepbl pa3padaThIBajIlCh KaK JTOMHHAHTHBIC
WIA K€ Ui CHenu(pUYecKo JAETEeKUWH TOJBKO OJHOTO aJiedsi OTHOCHTEIHHO
WHTAKTHOH, peQepeHCHONW TIOCIeOBATeIbHOCTH, WCKIIOYas BO3MOXHOCTh  HX

MMPUMCHCHUA JJIsL I/I,Z[eHTI/I(bI/IKaL[I/II/I HECKOJIBKUX AJIJICJIBHBIX BAapHUaHTOB,
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XapaKTEPU3YIOMIUXCS MOTUMOPPU3MOM OJTHOTO M TOTO K€ HIIA OJIM3KO PACTIONO0KEHHBIX
Y4acTKOB I'€éHOMa OJIHOBPEMEHHO. B 3TOH CBS3U aKTyalbHBIM SBIISCTCS CO3JIaHUC U
ormrumm3anus dpdexkruBHbIX J[HK-MapkepoB, KOTOpble MOXHO HCIIONBH30BATh KakK IS
unentudukanuu amwtenei renoB VRN u PPD1, Ttak u myis nccnenoBanus moiuMopduzMa
PETYISITOPHBIX 00JIACTEH ITUX TECHOB.

['eHOGOHA AMKOPACTYIIMX M BUIOB TETPAILUIOMJIHON M T'€KCAIUIOUIHOW TIICHHUIIBI,
UMEIONUX  OTPAaHWYCHHBIH  apeaJl  BO3JCIBIBAHUS,  IMAPOKO  HUCIOJB3YEeTCS
CCJICKITMOHHBIMU IIEHTPAaMHU pPa3jUYHbIX CTPaH B KauyeCTBE NPHPOJHOIO HMCTOYHHKA
JICIBHOTO  pa3HOOOpa3Wss TEeHOB MHOTHX arpOHOMHMYSCKH IICHHBIX IPHU3HAKOB
(Cavanagh et al. 2013; Zamir 2001; Arzani et al. 2017). OrmecHka amIeaIbHOTO
pa3HoOOpa3uss B PA3IMYHBIX BUIAX IIICHHIBI IO3BOJIAET JaTh MM XapaKTCPUCTUKY
HamOoJee TMEePCIEKTUBHBIX HCTOYHUKOB TOJUMOp(H3Ma COOTBETCTBYIONIUX T'E€HHBIX
JOKYCOB, a TaKXe OIpeaeIuTh HauOoee BEPOSTHBIX JIOHOPOB HOBBIX aJlICICH,
TatuIOTUIIOB M MYTAHTHBIX ~ BapHAHTOB  HYKICOTHJIHBIX  IOCJEIO0BATEIHLHOCTEH
HMHTEpECYIONMX reHoB. OHaKo ajieIbHOe pa3HooOpa3re U MepBUYHAs CTPYKTypa FreHOB
VRN u PPD1 nocraToyHo XOpoOIIO H3Y4YeHBI TOJIHKO B OJHOM BHJE TEKCAILJIOMIHOU
HIIeHUIBI, 1. aestivum, a Takke YacTHYHO B HEKOTOPBIX BHUAAX TETPAILIOWIHOU
HIIeHMIBL. Tak, K IpUMEpy, HECMOTPS Ha TO, YTO TAKWUE BHJIbI MOJUILIOUIHOMN IIIICHHUIIBI
kak T. durum u T. spelta mo moceBHBIM ILIOIIAAIM 3aHUMAIOT, COOTBETCTBEHHO, BTPOE U
TPEThe MECTO B MUpE IMocJie MArkoi mmeHurisl T. aestivum (Bushuk 1998; Cooper 2015;
Konvalina et al. 2012; Arzani et al. 2017), oHu ocTarOTCS IUIOXO H3YYCHHBIMHU II0
aiensHOMy coctaBy reHoB VRN u PPD.

Kpome Toro, cnabo oKyabTypeHHBIE BUIbI MIICHUIIBI YaCTO MPUBJICKAIOT BHUMAHUE
UCCIICIOBATENICH B KA4eCTBE HCXOJHOTO MaTrepHualia il TMOWCKA HOBBIX MYTaHTHBIX
BapUAHTOB M aJljIeJIe T€HOB arpOHOMUYCCKU IIEHHBIX MpU3HAaKoB. K mpumepy, B Takux
BU/aX TETPAIUIOWAHON mieHuibl kKak 1. dicoccoides, T. dicoccum u T. carthlicum Oputn
BIIepBbIe WaeHTUGUIMpoBaHb! awienu Vrn-Ald, Vrn-Ale u Vrn-B1(ins), coorBeTcTBEHHO
(Yan et al. 2004a; Seki et al. 2011). M1 xoTs BHeApeHHE ITHX aJUICICH B CEJICKIIHIO
MIICHAIIBl SBJSETCS TPYIHO JNOCTIKUMBIM, 32 KOPOTKOE BpeMsi, TEM HE MEHee, HOBBIC
JTAaHHBIE UMEIOT OO0JIbIIIOE 3HaYEHHE B 001acTh (pyHIaMEHTaIbHBIX UccieqoBannil. Takue
UCCJICIOBAHUSL PACIIUPSIOT W KOPPEKTHPYIOT HAIIM TPEACTABICHUS O CTPYKType W

(GYHKIMM aHAIM3UPYEMBbIX TE€HOB, CIIOCOOCTBYIOT HACHTH(UKaUMKW U Oojiee TOYHOM
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JIOKAJIM3AIMK PETYJISITOPHBIX O0JIACTEH, a TAKXKe YJIy4IIaloT Halle MOHUMAaHWEe MyTed U
MEXaHH3MOB, JICTCPMUHHUPYIOIIMX Pa3BUTHE MIICHUIIBI, €€ TOTPEOHOCTh B SIPOBH3AIINH,
YYBCTBUTEIBHOCTh K (POTONMEPHOJY M BpeMs KoJomieHHs. VIMEHHO ¢ HCIOJIb30BaHHEM
JMIIOUIHBIX BHJIOB MIICHHUIB! (TJaBHBIM 00pa3oM T. MONOCOCCUM) OBLIO MPOBEICHO
NIO3UIIMOHHOE KJIOHMPOBAHUE M aHAIN3 NepBUIHOM cTpykTyphl reHoB VRNL (Yan et al.
2003) 1 VRN2 (Yan et al. 2004b), mokann30BaHbl PETyISTOPHBIE Y4AaCTKH B 0O0JIACTH
npomoTtopa u nepsoro uaTpoHa renoB VRN1 (Yan et al. 2003; Dubcovsky et al. 2006;
Pidal et al. 2009), uccienoBano anucTaTHUECKOE B3auMociicTBrue Mexxay reaamu VRN u
cOpMYJIUPOBaHbl KaHOHHYECKHUE MOJCIU MOJICKYISPHO-TEHETHYCCKUX MEXaHH3MOB,
PETYIUPYIONIMX OT3bIBYMBOCTh K SAPOBU3AIMU, THI M TEMIT PA3BUTHS IIICHHIIBI
(Tranquilli et al. 2000; Yan et al. 2003; Yan et al. 2004b; Dubcovsky et al. 2006).
Hakoner, coBpeMEHHBbIC JOCTH)KCHHS B OO0JIACTH MOJICKYISAPHOH TCHETHKH U
OMOTEXHOJIOTHH TIO3BOJIAIOT OCYIIECTBUTh BHEAPEHHE TPeOyeMbIX ajuielieil myTem
IICJICBOTO BHECCHHS HM3MCHCHHI B TEPBUYHYIO CTPYKTypy renoma (Shan et al. 2014,
Khatodia et al. 2016; Zhang et al. 2016; Liang et al. 2017), u3beras TeM cambIM
NPOIOJDKUTEIILHBIN, U HE BCETJa BO3MOXKHBIM MM I€JECO00pa3HbIii (KeaaTeIbHbINA 110
OTHOIIICHHUIO K APYTUM T'€HHBIM JIOKyCaM) MPOIECC MEPEHOca F'eHOB MyTeM CKPEIIUBaHUSI.

B cBsi3u ¢ BbIlIeCKa3aHHBIM, aKTYAIbHBIM SIBIISICTCS aHAJIU3 MOJIMMOp(U3Ma TeHOB
VRN u PPD1 B aukopacTymux U BHJaX TETPAILUIOWAHOW M TEeKCAIJIOMJIHOW MIICHUIIBI,
UMCIOIINX OTPaHWYCHHBINA apeay BO3CIbIBAHUS, C LIEIbI0 OIICHKU PaCIPOCTPAHCHHOCTH
W3BECTHBIX U MOMCKA HOBBIX aJIJICIbHBIX BAPHAHTOB, KOTOPBIE MOT'YT OBITh IOJIC3HBI MPH
CO3/IaHUU  BBICOKONPOJAYKTUBHBIX ¥ BBICOKOKAYCCTBCHHBIX COPTOB, KaK IyTeM
HETIOCPEJICTBCHHOTO WX BOBJICUYCHHUS B CEJICKIIMOHHBIA IMPOIECC, TaK U 4Yepe3 00JacThb
byHIaMEHTAIbHBIX HCCIACIOBAHUN CTPYKTYpPbI, GYHKIIMA W SBOJIIOIHMU JaHHBIX T'CHOB,
YIITYOJISIONIUX HAIIM 3HAHHUS O KJIFOUEBBIX OMOJOTHYECKUX TPOIECCax, PeryIHpYyIOInX
pa3BUTHUE MIIECHUIIBI B YCIOBUAX €€ B3aUMOJCHCTBHS ¢ OMOTHYCCKUMH M a0MOTHYCCKUMHU

¢dakTopamu B mpolecce aJanTaluu K OKpy>Karolei cpese.



15

ean u 3ag1aun Mccie10BaHUS

Heap padoThl: Hccaea0BaTh NOJIUMOPPHU3M PETYIATOPHBIX pailoHoB reHoB VRN u
PPD1, wucnonb3oBaTh €ro s HACHTU(UKAIIMA M OIEHKH PacCIpOCTPAHCHHOCTH
AICBHBIX BAPUAHTOB JTHX TEHOB Yy TETPAIUIOMAHBIX M TEeKCAIUIOUTHBIX BHUIOB

INIMICHUIIBI.

3apaum:

1. OnTumMu3upoBaTh METOJI aHajdu3a peryysiTopHbiX paiioHoB reHoB VRN1, PPD-Al u
PPD-B1. Pa3paborarh AuarHocTUYECKHE MapKepbl A UASHTU(UKAMN aJJIeTbHBIX
BapUAHTOB U TarIOTUIIOB 3TUX T'€HOB.

2. HccnenoBaTh moauMopu3M peryiasTopHbIX paiionoB renoB PPD-Al u PPD-Bl y
paHee HE W3yYEHHBIX BUOB TETPAIUIOUAHON U TEKCATUIOUIHON MIIICHUIIBI.

3. IIpoBecTn aHaNM3 MOMUILIONTHON MIIEHUIIBI IO TEHAM, XapaKTePU3YIOMNUMCS HU3KAM
aytenbHbIM paznooOpasueM (VRN2, VRN-B3 u VRN4).

4. HccnenoBaTh peEryasTOpPHBIE paliOHBI TeHOB romeosiorudeckoir cepum VRNL1 B
TETPAILIONTHON IIIIEHUIIE W B BHJAX TI'EKCAIIOMIHOW MIICHUIIBI, OTJIMYHBIX OT 1.
aestivum.

5. IlpoBectu ananu3 moauMopduisMa TPAHCKPUOUPYEMOTO y4dacTKa IK30H-3 — IK30H-/
rera VRN-Al B oOpasmax TeTparuionHOW M TEeKCAIUIOWAHOW MIIEHUIIbI, HECYIUX

PA3JIMYHBIC aJIJICTIU 3TOI'0O T'CHA.

Haquaﬂ HOBHU3HA HCCJICAOBAHUA

[TpoBeneno MacumTabHOE HUCCIEI0BaHNUE TUKOPACTYIUX U BUJIOB TETPAIUIOUAHON U
FEKCAIUIOWIHON TMIIEHUIIBI, UMEIOIUX OTPAHMYEHHBIN apean BO3JEIbIBAHMUS IO FeHaM
VRN1, ZCCT1 (VRN2), VRN-B3, VRN-D4 u PPD1. [Ipoananu3upoBaHbl peryyisTOPHbBIC
YY4aCTKM OTHUX TEHOB U TIPOBEJACHA OIGHKa UX aJUIeNbHOTO0 pPa3HOOOpa3usi B
NOJUIUIONTHOW TIICHUIIE M3 Pa3IUYHBIX 3KOJOro-reorpauyeckux peruoHoB. s

OOJBITMHCTBA BUIOB JAaHHOE UCCIICIOBAaHUE ObLIO MTPOBEACHO BIIEPBHIE.
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WUnentudunmposano 14 Hosbix mommmMopdueix Bapuantos reHoB VRN-AL, VRN-B1,
VRN-D1 u PPD-Al acconuupoBaHHBIX ¢ MOJYJSAIKMEH YyBCTBUTEIHHOCTH IIICHUIIB K
SpoBHU3alMK, (OTONMEPHOTY W BPEMEHH KOJIOIMICHUS. AHHOTHPOBAaHHBIC IEPBUYHBIC
CTPYKTYPBI HOBBIX ajUIejiel JCIOHUPOBAaHHBEI B MyOnnuHyro 6a3y manueix GenBank s
OTKPBITOTO JTOCTYIIA ITUPOKOTO KPyra UCCIICIOBATEIICH.

YTOYHEHBI TpPAHUIBI KPUTHYECKUX B PETYIANUH TPAHCKPUIIIIMK YYaCTKOB B
obnactu npomoTtopa u neporo uaTpoHa renoB VRN1 u PPD1, a taxxe cymecTBytoiue
MIpEeACTaBJICHUS O MPOUCXOXKICHUH psiia TOMUHAHTHBIX ayutened reHoB VRN1 u VRN-B3.

[Ipemoxken MeTOJ HCIOJb30BAaHUS MOIYJSIUU KpuBH3HBI Moyiekyn JHK mms
BBISIBJICHUS MONMMOPGU3Ma HYKJICOTHUIAHBIX ITOCICIOBATEIIBHOCTEH B XOJI¢ OBICTPOTO
CKpUHHMHTA KPYITHBIX BBIOOPOK TEHETHYECKOTO MaTepuajia, a TaKxke Il pa3paboTKu
ocoboro tumna kogomuHaHTHbIX JIHK-mapkepoB, moBbimaromux uMH(GOPMATUBHOCTH U

s dexTrBHOCTH MapkepHOTo aHanu3a reHoB VRN u PPD mmeruisr.

TeopeaneCRaﬂ N MPAKTHYICCKasl SHAYUMOCTD PE3YyJbTaTOB HCCJICAOBAHUSA

Pe3ynbpTaThl HACTOAILIEIO MCCIEJOBAaHUS BHOCAT CYILIECTBEHHBIM BKJIaa B
NOHMMaHUE CTPYKTYpPHI, GQYHKIIMU U MEXAaHU3MOB PETYJALUU I'€HOB, KOHTPOIUPYIOLINX
TUI Pa3BUTHUS M BpeMs KOJIOIIECHHUS MIIEHUIIbI, a TAKK€ BO MHOI'OM OIPEACISAIOIINX €€
alanTUBHYI0 CHOCOOHOCTh B M3MEHSIOIIMXCS YCIOBHSX OKpYXKAIOLIEH Cpemsl.
[lepeonpeneneHue M yTOYHEHUE TPAHUL KPUTHUECKHX B PETYISIIUM TPAHCKPUIIUU
y4acTKOB B o0yacT mpomoTopa u neporo uHTpoHa reHoB VRN1 u PPD1 cnoco6cTByeT
Oosiee TOUHOW MACHTU(PUKAIMU U JIOKAIU3ALUU PETYIATOPHBIX CAWTOB B ITHX I'€HAX, a
TaK)K€ OTKPHIBAIOT IIMPOKHE BO3MOKHOCTH B MAaHUNYJISILIMU C UX IEPBUYHON CTPYKTYPOH
JUIS TOCTHXKEHUS TpeOyeMbIX XapaKTepUCTUK UX 3Kcnpeccuu. [lomyueHHbie B pe3yabTare
aHaM3a peryasTOpHbIX obnacteit mpomotopa renoB VRN nanHble npeanonaratoT HOBOE
BugeHue poin VRN-0okca B KOHTPOJE TPAaHCKPUIIIMOHHOM AKTUBHOCTH 3THX I'€HOB B
KayecTBE THOKOT0 MHCTPYMEHTA AJIsl PETYISILIUN X IKCIIPECCHH.

B pesynbrate ananuza noaumMopdu3Ma U OLEHKU aJUIeTbHOrO Pa3sHOOOpa3usi TeHOB
VRN u PPD1 wupentudunupoBansl Hanbojee NEPCHEKTHUBHBIC 0Opa3Ibl MIICHHIIBI,

MNPUPOAHBIC MYTAHTBI, HOCUTCIN YHUKAJIBbHBIX aJuIeNie M TallIOTUIIOB ATHUX T'€HOB, HUX
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crenupuIecKuXx KOMOWHAIIUN, KOTOPbIE MOTYT OBITh WCIOJB30BAaHBI B MPAKTHYECKOU
CEJICKIIVY IIICHUIIBI.

OOHapyXCHHBIC B pe3ysibTaTe HCCIEAOBaHUSA cOpToB 1. durum creruduveckue
JUIS OTIPEICIICHHBIX IICHTPOB KYJIbTHBHPOBAHHS alljieibHble KomMOMHaImu reHoB VRN,
MO3BOJISIIOT CYAUTh O MNPEUMYIECTBE BHeApeHUs] Tex uiu uHbX ameneit VRN B
CEJICKIIMIO TBEPOM MIIEHHITBI B KOHKPETHBIX IKOJIOTO-reorpaduuecKux pernoHax.

[IpuMmeHEeHNE TPEIOKEHHBIX B  HACTOSAIIEM HCCICIOBAHUU  MOJIEKYIISIPHBIX
MapKepoB, B TOM YHCJIE OCHOBaHHBIX Ha MOAYJSAIUM KpuBU3HBI Monekyn JIHK, mis
uneHtTudukanuu amened u rammotunoB reHoB VRN1 u PPD1 oGecnieunBaeT momyueHue
HAJCKHBIX M BBICOKO BOCIPOM3BOAMMBIX PE3YJIBTATOB, a TAaKXKe SBJSCTCS HamOojee
11eJIeCO00pa3HbIM, JKOHOMHYECKH BBITOJHBIM U 3(P(EKTUBHBIM TOAXOAOM IS
MPOBEJICHUST OBICTPOTO CKPHWHUHTA OOJBIINX KOJUICKIIUHA TE€HETUYECKOTO MaTepuaia

metoqom II1[P-ananu3a.

OcHOBHBIE IMOJIO’KCHUSI, BLIHOCUMbIE€ HA 3aIIIUTY

1. OgHoHyKI€OTHIHBIE MyTallUU B TIocienoBaTeibHOCTH VRN-00Kkca, J0KaIU30BaHHOTO
B obmactu mpomotopa reHa VRN-Al, mMoaymupyioT mNOTpeOHOCTH MIIEHUIBI B
SPOBU3ALIMU U CPOKU KOJIOILICHUSI.

2. Jlurenno- m tpurenHo-gomuHaHTHRIE 0 VRN-Al, VRN-B1 m VRN-B3 reHoTturs
OTJIMYAIOT copTa TBep oM meHunsl u3 Poccun, Ykpaunsl u Kazaxcrana ot coptos T.
durum u3 apyrux MEeHTPOB KYJIbTUBUPOBAHUSI.

3. Momumopdusm sx30Ha-4 rtena VRN-Al nHabGmromgaeTcst UCKIIOYUTENBHO B
TeKCaIrUIOUIHOM MILEHUIIE U aCCOIMMPOBAH C MYTaHTHBIM THUIIOM 3K30HAa-7, a Takke

HaJIMYHUEM HC MCHCC IBYX KOITMH ATOTO IT'€Ha B TEHOME.

Bxuaa aBropa

Bce pe3ynbpTaThl moTy4eHbl aBTOPOM caMocTosITenbHO. KimonupoBanue ¢pparMmeHTOB

[P ananm3upyembix ydactkoB reHoB VRN1 u PPD-Al nposeneno k.60.H. Kanenmapem

P.H.
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CTpykTypa n 00beM AuccepTaUn

JluccepTanusi COCTOMT M3 BBEIACHHsSI, 0030pa JIUTEPATyphl, MAaTEPUAJIOB U METOOB
UCCIICZIOBAHUS, PE3yJbTaTOB M OOCYXJICHUS, 3aKJIIOUCHUS, BBIBOJIOB U CITUCKA
JTUTEpaTyphl, KOTOpbIi BKItouaeT 220 uctounukos. [IponmumroctpupoBana 7 Tabnumamu,
28 puCyHKaMH, a TakKe COAepKUT 15 mpunokeHuit Ha 55 crpanunax. O0mmii 06bemM

paboTeI cocTaBisieT 249 cTpaHull.

baaromapuocTu

PabGora BbIONIHEHA B J1a0OPATOPUH MOJICKYJISIPHOW TEHETUKH W IUTOTCHETHUKH
pactenuit ®UIL] Uucturyra utonoruu u renetuku CO PAH, a Taxke B otene ob1eit u
MOJIEKYJIIpHOU TeHEeTUKH CeleKIIMOHHO-TEHETHYECKOr0 MHCTUTYTa - HarumoHaabHOTO
LIeHTpa ceMeHoBeneHuss u copromsydeHnss HAAH VYxkpaunel. ABTOp BbIpakaer
HMCKPCHHIOIO TIPU3HATEIBLHOCTh W 0JaroJapHoCTh HaydHOMY pykKoBoauTento CaluHOu
E.A. 3a pyKOBOACTBO, MOJJEPKKY U BCECTOPOHHIOIO TIOMOIIb B BBINOJHEHUU

HaCTOAIICTO UCCIICA0OBAHNMA.
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1. OB30P JIMTEPATYPbI

1.1. 'eHeTHYeCKUII KOHTPOJIb YYBCTBUTEJIbHOCTH MIIIEHUIBI K oTOnepuoay

B nimienwuiie, 4yBCTBUTEIBLHOCTH K MPOJOJKUTEIBHOCTH CBETOBOTO MEPHOJIa CYTOK
(¢poronepuon) oOycIioBieHa MIPEUMYIIECTBEHHO aJJIeTbHBIM COCTaBOM
romeoyiornueckori cepun reHoB PHOTOPERIOD-1 (PPD1) (Snape et al. 2001).
["'OMO3UTOTHI 1O perieccuBHBIM ayutessiv PPdl (Tukuit THIT) XapaKTePU3YIOTCS 3a1ePIKKOM
BPEMEHHM KOJIOIIEHHWS Ha KOpoTkoM JnHe (<10 49) w®m o0namaroT BBICOKOH
YYyBCTBUTEIBHOCTBIO K yAJIMHEHHOMY (oTonepuony (~16 1). Hocutenn mOMHUHAHTHBIX
amneneit PPD1 (MyTaHTHBIM THII) HE YYBCTBUTENBHBI K MPOJOJIKUTEIBHOCTH
doToneproa 1 MOKa3bIBAIOT OJIMHAKOBBIE CPOKHU KOJIOIICHUSI, KaK Ha JUTMHHOM, TaK U Ha
kopoTkoM fHe. ['enst PPD1 sBnsitoTcst BaXKHBIM PETYIISITOPOM IIBETEHHS B 3l1akax. Tak,
paHHEe LIBETEHUE COPTOB MIICHUIIbI, HECYIINX NoMuHaHTHbIe amienun PPD1 sBnsercs
BXHOM pPErHOHANBHOM ajanTanuel, TMO3BOJSIOmEH u30exaTh HeOIaronpusTHBIX
KIIUMaTUYECKUX YCIIOBUH, B YACTHOCTH BBICOKUX TeMIIEpaTyp JeTHero nepuoja (Kato et
al. 1992; Law et al. 1997; Worland et al. 1998). B cBsi3u ¢ 3TuM, HEe YYBCTBUTEIIbHBIC K
doTomneproy ajienu TOMYyYWUIIM I[IUPOKOE pPACIpPOCTPAHEHHWE B COpPTaX MSITKOW U
TBEP0H MILEHULBI TOCIIE "3€JIEHOM peBOIOIMN" .

B nmenune, renst PPD1 nmokanu3oBaHbl B KOPOTKOM IUIEYE XPOMOCOM BTOPOM
TOMEOJIOTHYECKOM TPYMIbl U MIPUHAJIC)KAT K CEMEUCTBY TICEB/I0-OTBETHBIX PETYISITOPOB
(PRR) (Scarth et al. 1984; Turner et al. 2005; Beales et al. 2007; Cockram et al. 2012). B
aMHUHOKHCIIOTHOHM IMociieioBaTeIbHOCTH OenkoB cemeiictBa PRR maentudumuposano 2
¢byuknroHanbHeix gomeHa (Mizuno et al. 2005). Penenropusiii jomen REC (pseudo-
receiver) pacroJiokeH B N-TepMUHAJILHOM y4YacTKE U BBITIOJHACT (YHKIIHIO BOCTIPUSATHUS
CUTHAJIOB OT MAaTTEPHOB CEHCOPOB, MEPEAAHHBIX YePe3 ABYXKOMIIOHEHTHYIO CUCTEMY MPU
neiictBun Ha Hee (HaKTOpOB OKpyxaromed cpeasl. B C-repmuHanbHON 0b6macTu
nokanuzoBan 3¢ dexTopabiii CCT-gomen (CONSTANS (CO), CO-like, TIMING OF CAB
EXPRESSION 1 (TOC1)). Hamuune CCT-gomMeHa ompenensieT CHOCOOHOCTH OEJIKOB
PPD1 koHkypeHTHO B3aumojeicTtBoBath ¢ apyrumu CCT-nomeH-conepkaumu

oenkamu (takumu kak PRR, ZCCT u CO) 3a cesspiBanne ¢ HAP-kommiaekcom (HAP2-
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HAP3-HAPS), 3amemas B Hem cyowvenuanmy HAP2 (Li et al. 2011). O6pa3oBanHBIi
oenkoBeiii komruiekc PPD1-HAP nenocpencrBenno csizpiBaetcsi ¢ CCAAT-6okcom
apPEeKTOPHBIX TEHOB M MPUHUMAET y4aCTHE B PETYISALUU aKTHBHOCTH HX KCIPECCHH, B
gactHocTd akTHBHOCTH jJokyca FT (FLOWERING LOCUS T) (Wenkel et al. 2006),
IPOJIYKTHI IKCIIPECCUU KOTOPOTO BOBIICUEHBI B HHAYyKIHUIO 1BeTeHus (Turck et al. 2008).
CymiecTByeT mpsiMasi 3aBUCHMOCTh MEKIY 9KCIIPECCHel JOMHHAHTHBIX ayutened Ppdl,
TPaHCKPUIIIMOHHON aKTUBHOCTHIO JOoKyca FT1 m Bpemenem konomenus (Beales et al.
2007; Wilhelm et al. 2009; Shaw et al. 2012; Nishida et al. 2013), mpu 3ToM CHIbHas
MO3UTUBHASL KOPpEJsAIusl HaOII0aeTcss MEXAY KOJIWYECTBOM JIOMHUHAHTHBIX allJIeNeH,
NPECTaBICHHBIX B TOMEOJIOTHYHBIX FeHOMax U akcmpeccueit FT1 (Shaw et al. 2012).

[Tmennunbie Tensl PPD1 romosiorudnel ceMelcTBY T€HOB LMPKATUAHHBIX YacOB
apabunoncuca (PRR1, PRR3, PRR5, PRR7, PRR9) (Turner et al. 2005; Beales et al.
2007), mpu 3TOM BBICOKasi CTETICHh TOMOJIOTUU BBISIBIIEHA MEXY MIIEHUYHBIMU T€HAMU
PPD1 u renom PRR7 apabumorcuca (Turner et al. 2005). ¥V apabumorncuca, reast PRR7
SIBIIIFOTCS YaCThIO IIMPKA/IMAHHBIX YACOB U UTPAIOT BAKHYIO POJIb B PETYIISIINH I[BETCHUS
Ha anuHHOM fHeE. [IpoaykTtel axcnpeccun PRR7 momaBisitoT akTUBHOCTh TPAHCKPHUIIITUU
CDF1, penpeccopa CO (Imaizumi et al. 2005; Nakamichi et al. 2007). Oxnako B
nueHuie, ceepxiskcnpeccrsi PPD1 He BiMsieT Ha TPaHCKPUIIIIMOHHYIO aKTUBHOCTH T€HOB
nupkanuanabpix 4vacoB, Takux kak CCAl, TOC1, GIl, PRR73 wmm xe rema CDF1,
JCHCTBYIOIIETO HW)XE IUpKaauaHHbIXx 4acoB (Shaw et al. 2012). B cBs3u ¢ stuM
npenmnonaraetcsi, yto reHsl PPD1 He sBnsitoTcs BaXkHBIMH B (YHKIMOHMPOBAHUU
HMpKaJWaHHbIX 4yacoB mmieHulpl. Biusnue PPD1 nHa perynsuuio LBETEHUS 3JaKOB,
BEPOSITHO, OCYIIECTBIsIETCS anbTepHaTUBHBIM 0T PRR7 o00pa3oMm, mocpencTBoM
aktuBanmu FT1 ¢ oOpaTHOW cBs3bi0, momaBistomieii sxcrnpeccuto CO (Campoli et al.
2012; Shaw et al. 2012). benku CO cTaOWIM3HPYIOTCS CBETOM, MOJTOMY AKTHBAIUS
addexkTopHbIX reHoB (B yacTHOcTH FT1) mpoucxonut Ha niuuHHOM aHe (Sudrez-Lopez et
al. 2001; Valverde et al. 2004). Onnako B mmienuie, FT MoxeT perymupoBarbcs
npoayktamu skcnpeccun PPD1 ne 3aBucuMo ot aktuBHocTH reHa CO. B stom
ATBTEPHATUBHOM DETYJIATOPHOM ITYTH HE 3a/IeiCTBOBAHBI T'€HBI IMPKATUAHHBIX YACOB
WM TeHbl neiictyronue Boite CO (Shaw et al. 2012).

B pesynbTate aHanuza nepBUYHON CTPYKTYpBI perynsiTopHoi obnactu renos PPD1

BBIJICJIEH YYaCcTOK NMpoMoTopa AnuHON ~900 1.H., KOTOpbIi 0003HaYEH KaK KPUTHUIECKUN



22

s perymsuun ux skcnpeccun (Wilhelm et al. 2009). Jlanubiii ygacTok onpeaenseTcs
cepueil  MEpeKpHIBAIOIIMUXCS  JeNeluil, UISHTU(PUIMPOBAHHBIX B  MPOMOTOpE
IOMHHAHTHBIX ajuieneili romeonornyHelx reHoB PPD-Al u PPD-D1 ¢ nauOonee
nuctaiapHOi (3' koHer genenuu B awiene Ppd-Ala.2) u nHambosee mpokcuMmanbHoi (5
koHer[ acnennmu B amtene Ppd-Ala.3) moswmuer OTHOCHTEIBHO caiTa HWHHIHAALAN
TpaHckpunuuu. Kpome Toro, B mpenenax KPUTHUYECKOTO y4YacTKa pas3inyaloT BBICOKO
KoHcepBaTHUBHYI0 00macte ~100 m.H., pacmonoxkeHHyo Ha 120 mm.H. BBIIE caifTa
MHUIMAIUU TPAHCKPUIIIMK M COJEPXKAIIYI0 BBICOKO KOHCEPBATHUBHBIC TMO3HUIMH B
TOMOJIOTHYHBIX [OCJIEIOBATEILHOCTSX MIICHUIBI, sSYMEHs, puca, u Brachypodium
(Nishida et al. 2013), koTopble, KaK CUMTACTCS, KOHTPOJUPYIOT MMOAABICHUE YKCIPECCHH
reroB PPD1 B ycnoBusix cokpamennoro ¢oronepuoaa (Wilhelm et al. 2009).

Dkcmnpeccus ajenei aukoro tuma (Ppdl) siBisercs UpKaaIdaHHO-3aBHCUMOM, C
MUKOM TPAHCKPUIILIMOHHOW aKTUBHOCTH 4epe3 3-6 dYacoB IIOCie€ paccBeTa U
MOCTICIYIOIIMM CHIDKEHHEM DKCIIPECCHU 0 MHHHMAJIbHOTO YPOBHS B TEMHOE BpEMs
cyToK. JlIOMUHAHTHBIE aJuIeNii, HAPOTHB, XapaKTEPU3YIOTCs BBICOKOM 3Kcrpeccued Ha
MPOTSKEHUU BCETrO JHS C MUKOM TPAHCKPHUIIIMOHHON aKTUBHOCTH B TEMHOE BpPEMsI CYTOK
u Ha paccere (Beales et al. 2007; Wilhelm et al. 2009; Shaw et al. 2012). Myranuwu,
UICHTU(UITMPOBAHHBIC B JJOMUHAHTHBIX ayuiensx Ppdl, oOycioBieHbl ACTCIUSIMHA WA
uHcepuusaMu B obnactu npomortopa (Beales et al. 2007; Wilhelm et al. 2009; Nishida et
al. 2013), a taxke yBenuueHueM uucia kornwmit 3Toro rena (CNV myrantsr) (Diaz et al.
2012). Bo Bcex ciywasx, MyTallid B JOMUHAHTHBIX ajuiensx reHoB PPD1
COIPOBOXKJIAIOTCSL  TMOBBIIMIEHHEM 0a3ajJbHOIO yPOBHS TPAHCKPUIILUHU, a TaKXKe
Ka4eCTBEHHBIM M KOJHMUYECTBEHHBIM W3MEHEHNEM UX cyTouHOU skcnpeccun (Beales et al.
2007; Wilhelm et al. 2009; Diaz et al. 2012; Shaw et al. 2012). Tak, B pe3ynbrare
NPOTSDKEHHBIX JICJICIIUI HA ydacTKe MPOMOTOpa TOMHHAHTHBIX ayuener Ppd-Ala u Ppd-
Dla nuk ux 9KCIpeccuu CABUTaeTcsi U3 CBETJIOro B TeMHbIN mepuoj cyTok. benku PRR
TeNepb HAKAIUIMBAIOTCA B TEUYEHHUE BCErO MHS M HOYHM, JOCTHrash MaKCHMalbHOU
KOHIIEHTpAallMK B KOHIIE TEMHOBOTO Nepuoja cyTok. Ha paccere, BhICOKOE cojiep:KaHue
oenkoB PRR nnnymupyet sxcnpeccuro jokyca FT1, koHIIeHTpanus npoaykToB KOTOPOTO
JIOCTUTAeT MaKCUMyMa K CepeiiHe JHS, TOCJe Yero MPOUCXOIUT €€ MOCTENeHHbIN Cral.
[To mepe Toro, kak akTuBHOCTh FT1 cHmxkaetcs, koHUeHTpauusi OenkoB PRR pacrer,

JOCTUTAs MAKCHMYyMa B KOHIIE TEMHOBOM (ha3bl, I/ie v 3aMbikaeT nuki. Myramuun CNV B
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amutensix Ppd-Bla, Ppd-Blc u Ppd-Bld (xoropeie HecyT 2, 3 u 4 xonuu rena PRR-2B
COOTBETCTBEHHO) HAINPOTHUB, AaCCOIMUPOBAHBI C  BBICOKOM  TPAaHCKPUMIIIMOHHON
AKTUBHOCTBIO IAHHBIX aJIJICJIC B BEUEPHEE BPEMS CYTOK C IMMMKOM IKCIIPECCHH Ha 3aKaTe
(Diaz et al. 2012; Shaw et al. 2012).

Bnustaue nomuHaHTHBIX ayuienei Ppdl u3 romeonornunsix A, B u D reHoMOB Ha
CHI)KCHHE YYBCTBUTEIBHOCTH K (DOTOMEPUOAY M CPOKU KOJIOIICHUS HE PaBHO3HAYHO.
Tak, nomuHaHTHbIM amnens Ppd-Dla sBisercs HauMeHee YYBCTBUTCIBHBIM K
doTomneproy U accOlMUpOBaH ¢ Hambojee paHHUM I[BETEHHEM Ha KOPOTKOM JHE, 3a
HUM CIIEAYIOT He YyBCTBUTEIbHBIE K (poTomepuwony amieau renoB Ppd-Al u Ppd-Bl
(Bentley et al. 2011).

N3BecTHO, uTO MyTanuu B obiactu mpomoropa reHoB PPD1 (rmaBueiM obOpazom
nomuHaHTHbeIe ayuienu renoB PPD-Al u PPD-D1) oka3piBatoT Goliee CHIIBHOE BIHUSHUE
HAa CHIDKEHHE YYBCTBUTEIBHOCTH K (OTOMEPHOY, YEM MYTalluu, OOYCIIOBJICHHbIE
yBEJIMUEHUEM KonuuecTBa (yHKUMOHANbHBIX komuid (CNV-myranuun), nHauboiee
XapakTepHbIE I AOMHHAHTHBIX ajteneid reHa PPD-Bl. Kpome Toro, MexaHusm
CHW)KEHHSI 4yBCTBUTEIbHOCTU K (oronepuogy CNV-myrantoB nmo PPD-B1 cuurtaercs
YCTAaHOBJICHHBIM U OOYCJIOBJICH BBICOKMM 0a3aJlbHBIM YPOBHEM IPOIYKTOB 3KCIPECCHUU
ATOTO I'eHa, MO3UTUBHO KOPPETUPYIOLIUM C KOJIMYECTBOM €T0 KOMHI B TEHOME, TOT/Ia KaK
UJCHTHYHOCTb, JIOKATH3AIUs U (DYHKIHS PEryJIaTOPHBIX YYaCTKOB B 00JIACTH IPOMOTOpA
reHoB PPD1 okonuarenbHO He BbIsicHeHbl. (Cneayer Takke OTMETUTh, YTO
MHOTOYHCIICHHBIC MyTalMK (BKIFOYas MUCCHC-MYTAIlMU) B KOAUPYIOMIEH 00JIaCTH TeHOB
PPD1 unu cHM)XEHHWE AaKTUBHOCTH HMX OJKCIPECCUU HE BIUAET Ha OT3bIBUMBOCTH
MIICHUIIB! K (POTOMEpHOy WIIH aCCOIIMUPOBAHO C O0Jiee MO3THUM I[BETEHUEM B YCIIOBUSX
mnnoro faus (Beales et al. 2007; Guo et al. 2010).

Panee, mepBuunas ctpykTypa reHoB Ppd-Al u Ppd-Bl Obuta wucciemoBana B
JTUIUTOMIHOW W HEKOTOPBIX BHMIAX TeTparutouaHoi menuisl (Takenaka et al. 2012;
Takenaka et al. 2013). Opmnako aHamW3 JUTEPATYPHBIX HMCTOYHHKOB HE BBISBUI
uH(popmaiuo 00 aHaTOTUYHBIX HcchenoBanusx reHoB PPD1 B Bugax rekcaruiougHoM
MIIICHUIBI, OTIMYHBIX OT T. aestivum, a Takke B OOJIBIIMHCTBE BUIOB TETPAILIOMTHOU
nmeHunbl.  J[aHHOe  00CTOSTENhCTBO — SIBISCTCS JOCTATOYHBIM  OCHOBAaHUEM ISt
MpOBEACHUST HCcleoBaHus monuMmopdusMa obnactu mpomotopa reHoB PPD1 B

IJ.IHpOKOfI BbI60pKe TCTPAINIONIHBIX U TCKCAIJIONAHBIX BUAOB IMIICHUIIBI.
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1.1.1. AaneabHble BapuanThl reia PPD-Al

B HemaBHMX wuCClEOBaHUSX MOJUIUIOUTHON MIISHUIBI HICHTU(UUIHUPOBAH P
NOMHMHAHTHBIX amieneil resa PPD-Al. BnepBele, Myrauuu B HYKJICOTUAHOU
nocnenoarenbHocTH PPD-Al, KOTOpbI€ BBI3BIBAIOT CHUXKEHHE YYBCTBUTEIBHOCTH K
doronepuoay, ObUTH JIETCKTUPOBAHBI B COPTaX TETPAIUIOMIHOM MIISHUIIBI BUAa T. durum
(Wilhelm et al. 2009). B uactHOCcTH, momuHaHTHBIe aienud Ppd-Ala.2 u Ppd-Ala.3
xapakrepusyrorcs neiaenusamu anmuHoil 1027 m 1117 m.H., COOTBETCTBEHHO, B 00JacTh
npomoropa. [14TeI0 ro1aMu Mo3:ke B copTax I'eKCarIOWIHON MIICHHIBI 1. aestivum Obut
BbIsiBICH ayienb Ppd-Ala.l, comepxamuii meneruio 1085 m.H. B 00JlacTH IIPOMOTOpa
(Nishida et al. 2013).

He wuyBcTBUTENBHBIC K (HOTONEPUOAY TE€HOTHUIBI, Hecymue amtenun Ppd-Ala,
XapaKTepU3YIOTCS AaKTUBHON OKCIPECCHEH JTOr0 TeHa B TEUYCHHWE BCETO MJHSI C
MaKCUMAaJIbHBIMH TOKa3aTeliIMU B KOHIIE TEMHOBOH (pa3pl M Ha paccBeTe, TOTJa Kak B
oOpasiax, FOMO3UTOTHBIX IO PelecCUBHBIM ayuteiasm Ppd-Alb, MmakcumanbHbIH YPOBEHD
AKCIIPECCUM ITOTO TeHa HaOII0aeTcs NPUOIM3UTENHHO Yepe3 IIECTh YacoB IOCTe
Havana cBeroBoro mnepuoga (Wilhelm et al. 2009; Nishida et al. 2013). MmenHo stn
KaueCTBEHHBIC W KOJIMYECTBEHHBIC Pa3IMuUs B XapaKTepe CYTOYHOM OKCIPECCUU
noMuHaHTHBIX amieneit PPD-Al  oOycnaBnuBaroT HW3MEHEHHWE TPaHCKPUITIIMOHHOW
akTUBHOCTH JlIokyca FT1, uyTto mpuBoauT k Oojiee paHHEMY KOJIOILIEHHIO B YCIIOBHUSX
COKpaIeHHOro GoToneproa.

HecmoTpst Ha To, 4TO JAeneluK BhIABICHHBIC B auteiasx Ppd-Ala accoruupoBaHbl
co cBepxakcmnpeccueit reHa FT1 Ha KOpPOTKOM JHE, MX BIUSHHUE HAa BPEMs KOJIOIICHHS
pazmuuaercs (Wilhelm et al. 2009; Bentley et al. 2011). Tak, pa3Huiia BO BIUSHHUH
JOMUHAHTHBIX ayvieneit Ppd-Ala.2/3 Ha naTy KOJOMICHUS! COCTABISICT S5 THEH, B TO BpeMsI
KaKk pasHHIa MEeXIy STUMH aJUIeJIIMH OTHOCHUTENIFHO pereccuBHoro amiens Ppd-Alb

cocrassiet ot 30 10 40 nueit (Wilhelm et al. 2009).
1.1.2. Anaeau rena PPD-B1
CHWXKEHUE YyBCTBUTEIBHOCTH K (DOTONCPUOAY Y PACTCHUN TOMHHAHTHBIX IO TCHY

PPD-B1, kak mpaBuio, o0O0ycClIOBIEHO MO0 HaJM4YMeM B TE€HOME HECKOJbKHX

¢yHKIMOHANBEHBIX Konuit 3Toro rena (Diaz et al. 2012), nubo myranusimu B oOnacTu
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npomotopa (Nishida et al. 2013). B HacTosimee Bpems HIESHTH()HUIIUPOBAHO MIECThH
ajenpbHbIX BapuaHToB reHa PPD-Bl, cpenn koTopweix nBa perieccMBHBIC, W YETHIPE
nomuHantHeie (Beales et al. 2007; Diaz et al. 2012; Cane et al. 2013; Nishida et al.
2013). Tpu momuuanTtHeIX awiens Ppd-Blc, Ppd-Bla u Ppd-Bld npeacraBiersr CNV-
MyTaHTaMH, COJEpKallUMU YeThlpe, Tpu Hu JBe komuu TeHa PRR-2B B renowme,
coorBeTrcTBeHHO. JlommHaHTHBIA amwiens Ppd-Bla.l xapakrepusyercs uHcepuuei
Tpa"cno3oHa tuna MITE nnunoit 308 m.H. B o0siacTi MpOMOTOpa U JE€TEKTUPOBAH B
HECKOJBKUX SMOHCKUX coprax msrkou mirenuisl (Nishida et al. 2013). PemeccuBublii
amens Ppd-Blb comepxur wunrtaktHbeli reH PRR-2B, KkoTOophlii mpeacTaBieH B
KOJINYECTBE paBHOM ojHOM kommu Ha reHom (Beales et al. 2007; Diaz et al. 2012).
Annenp Ppd-Ble Taxke periecCUBHBIN, OHAKO, JETEKTUPOBAH TOJIBKO y OJHOTO 00pasia
MSTKOW TeHnnbl (JuHus H574-1-2-6) u xapakTepu3yeTcs MOJHBIM OTCYTCTBHEM TEHa
PRR-2B (nyib-amiens) (Cane et al. 2013).

W3BecTHO, 4TO Takue copra MsATKoi mmeHunsl kak Chinese Spring, Sonora 64,
Timstein, C591 u Recital oTiauyaOTCsT YyBCTBUTENBHOCTHIO K (POTOMEPUOAY, UTO
o0yciioBIeHO ajuienbHbIM cocTosiHueM reHa PPD-Bl. VYcranoBneno, 4to pacrenus,
coJieprKaiue JOMHHAHTHBIM amiens Ppd-Bl Tuma Sonora 64 1nBeTyT paHble, 4eM
Hocutesm ayvienss Ppd-Bl tuma Chinese Spring wim Ppd-Bl tuna Recital (Diaz et al.
2012). OgHako coOmoOCTaBiCHUE HYKJICOTHIHBIX MOCIEI0BATEIbHOCTEH ITHUX T'€HOB HE
BBISIBUJIO  moiauMopdu3M B HX  CTPYKTYpe  OTHOCHUTENBHO  pedepeHCHBIX
HOCJIeZIOBAaTENILHOCTEH copTOB perieccuBHbIX 10 Ppd-Bl (Beales et al. 2007; Diaz et al.
2012). [Mocnemyronre Ucciea0BaHUs ycTaHOBWIN, 4To copT Chinese Spring comepxut
He MeHee ByX komwmii reHa PPD-B1 Ha reHom, oHa U3 KOTOPBIX penynupoBaHa (Beales
et al. 2007). Onnako B JanbHEHIeM ObUIM OOHAPYXKCHBI JOMOJIHUTEIBHO CINE JBE
WHTaKTHBIX KOIWH, cieaoBarelbHO, g copra Chinese Spring XapaKTepHO YeThIpE
xornu reHa PPD-B1, kotopsie comepkat OHIT B Tpethem sk30He (A BMecto G) (Diaz et
al. 2012). B panbpHelinieM, MMEHHO OJjarojapsi pPeaylHpPyeMOH MOCISI0BATEIbHOCTH
9K30Ha-8 B ueTBepToi komuu TeHa PRR-2B mosBmiack BO3MOXXHOCTH pa3paboTaTh
nomuHaHTHBI JIHK-mapkep k ammemro Ppd-Blc, koTopelii Takke MOXKET OBITH
nerextuposaH o Hammuno OHII B ak30He-4 ¢ momomisio CAPS-mapkepa (Beales et al.
2007; Cane et al. 2013). Kpome Toro, aHaiam3 COPTOB, COACPIKAIIUX JTOMHHAHTHBIN

awiens Ppd-Bla, omHako HECKOJBKO  PAa3IMYAOIIUXCS  MEKIAy €000t 1o
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YyBCTBUTEIILHOCTH K TTPOJOJKUTEIILHOCTH CBETOBOTO JTHS, TIOKA3aJl, YTO TAKHE COPTA KaK
Sonora64, Timstein u C591 conmepxat tpu konuu reHa PPD-B1, a copt Recital - nBe
xormu (Diaz et al. 2012).

YyacTku reHoMa MeXAy KOMUSAMH BKITIOYAIOT WHCEPIIMH MOOMIIBHBIX T€HETUYECKUX
DJIEMEHTOB, TMPEUMYIIECTBEHHO PETPOTPAHCIIO30HOB, W OYEHb CXOIHBI MEXIY COOOM.
JlanHO€ 00CTOSATENBCTBO 3HAUUTENBHO OCIOXKHAET pa3paboTKy MOJIEKYJISIPHBIX MapKepOB
JUIsL AETeKUUU JIOMUHAHTHBIX amienedt rena PPD-Bl, xapakrepusyrommuxcs CNV-
MyTanusMu. TeM He MeHee, HEKOTOpbIe pa3iuuus ObLTM OOHAPYXKEHBI MEXAY Tpex- U
yeThIpex-konuitHpiMu Bapuantamu (Diaz et al. 2012). Tak, Touka paspeiBa B COpTax,
comepxkamux Tpu kommm reHa PRR-2B (Sonora64, Timstein u C591), ornuvaercs ot
a”HanornyHoro ydactka copTta Chinese Spring orcyrctBuem omHoro WIS-enemenra.
Nmenno k otoii geneumu Obul  mpennokeH  nomuHanTHeid  JIHK-mapkep,
UACHTHPUIMPYIONUI Hamudue Tpex komui rena PRR-2B (ammens Ppd-Bla). Pasuuna
MEXTy TOCJIECIOBATEILHOCTIMH TOYCK pa3phiBa YKa3blBaeT HA TO, YTO JTOMHUHAHTHBIC
awtenu Ppd-B1l B Sonora64/Timstein/C591 u Chinese Spring 00pa3oBauch B pe3yJibTaTe
HE3aBHUCHUMBIX cOObITHH amImudukanuu rena PRR-2B.

VBenuuenue konuuectBa konuit reHa PPD-Bl accomumpoBaHo ¢ NOBBILIEHUEM
AKTUBHOCTH DKCIIPECCHMHM ITHX T'E€HOB HA PACCBETE, KOTJa JKCIPECCHs PElEeCCUBHOTO
autens ppd-Bl ouenn Huskas (Diaz et al. 2012). B aToit cBsi3u mpeanonaraercsi, 4To
MMEHHO yBeJIWYeHHe KoaudectBa komuii TreHa PPD-Bl, compoBoxnarormieecs
MOBBIINICHUEM €ro 0a3aJbHOTO YPOBHS TPAHCKPHIIIIHMH, SBISACTCS MPUIMHONW CHUXKCHUS
YyBCTBUTENHLHOCTH K (oTomepuony. Temm pa3BUTHS MIICHUIIBI, KaK U aKTUBHOCTh
skcripeccun reHa PPD-B1 mo3utuBHO Koppenupyet ¢ koilmdecTBoM ero konuit (Cane et
al. 2013), a mo4TH paBHO3HAYHOE BIUSHHE HA Bpems KoJomieHus (pasuuna B 0.9 cyTok),
HaOJI01aeMoe TIpH BeIpainuBanuu oOpasioB Hecynux Ppd-Bla (3 xormuu) u Ppd-Blc (4
KOITMHU) B IICJIOM COIJIACYETCS C YCTAHOBJICHHOW KOPPEISIMCH, MOCKOJIBKY 4YeTBepTas
xoruss reHa PRR-2B B amnene Ppd-Blc penyuupoBana, u skcmpeccupyercss B

HeyHknroHanbHbI mpoaykT (Beales et al. 2007; Cane et al. 2013).
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1.1.3. Aniean u ramorunsl resa PPD-D1

[Tate MyTanTHBIX BapuaHtoB reHa PPD-D1 wunentudunuposano Beales u
coaBropamu (Beales et al. 2007), ommako Tompko nenenms 2089 m.H. Obula
acCcOLIMMPOBaHa CO CHWXEHHEM YYBCTBUTEIBHOCTH K (oTornepuony. B mampHeiiem
BBISICHUJIOCH, YTO JaHHBIE MYTallMd BCTPEUYAIOTCS B BUAEC KOMOWHAIMH, KOTOpbIe ObLIN
NpuHATEI Kak oTaenbHble ramiotunsl (Guo et al. 2010). IIpeanokeHo HCIOIB30BATH
MMEHHO 0003HAYEHUE TarIOTUIIOB, KaK CHeU(DUUECKUX KOMOMHALIMM U3 MyTalui, s
ormucanus reHoB PPD-D1 B coprax msrkoii nrenutsl (Chen et al. 2013). TTokazano, 4to
BEPOSITHO HE TOJILKO Jieenusi 2 ThIC. M.H., HO ¥ JApyTrue MyTalluu B cTpykType rena PPD-
D1 oka3pIBalOT BIMSHUE Ha PETYJSLUI0 TeMIa pa3BUTHsS, OOYCIOBIMBas pa3HUILy BO
Bpemenu koorienus (Chen et al. 2013).

B xone ananmuza rena PPD-D1 B coprax msrkoit mmenunbl U Aegilops tauschii
UACHTU(QUIIMPOBAHO IIECTh TaIJIOTUIIOB, KOTOPBIE XapaKTepU3YIOTCS MYyTallUsIMU B
o01acT MPOMOTOpa U YaCTHYHO B TpaHCKpHOHMpyeMom yuacTke reHa (Guo et al. 2010).
B wactHocTH, 2 OTMMOPQHBIX caiiTa METEKTUPOBAHBI B 00JaCTH MPOMOTOpA, OAWH B
NEPBOM HWHTPOHE M JIBa B KOJUPYIOIIEH MOCIEA0BATEIbHOCTU (PK30H-7 U 3K30H-8,
cootBeTcTBeHHO). K kakmomy ramiortumy paspadoransl JJHK-mapkepsl n mokaszaHa
pa3HHIIa B XapaKTepe dKCIPECCUH OTHOCUTENBHO perieccuBHoro amnens ppd-D1 (Guo et
al. 2010). l'ammotun I comepxkut aenenuio 2089 m.H. B obmactu mpomoropa PRR-2D,
sBisieTcsl dkBuBalieHTOM amtenst Ppd-Dla (Beales et al. 2007) u xapaktepusyetcs
HAMBBICIIUM ypOBHEM Jkcmpeccuu cpeau ramiotunoB PPD-D1 (Guo et al. 2010).
COOTBETCTBEHHO COPTa, KOTOPHIM MPHUCYII] 3TOT TaIlIOTHII, XapaKTepHU3yloTcs Hanboee
pPaHHUM KOJIOIIEHHEM U MpPeodiafaloT B peruoHax, IJie MPaKTUKYIOT KOPOTKUN MEepHOA
BhIpamuBanusa mmeHunbl.  [ammorun  II cogepkut wHTakTHRIM TeH PRR-2D
(peueccuBublii  amnensPpd-D1b), uyBcTtBuTEnpHBIN K (doromepuomy. OH sBIseTCS
WCXOJHBIM JIJISl BUZOB T€KCATUTOMIHOHN TIIIEHUIIBI U PACTIPOCTPAHEH MPEUMYIIIECTBEHHO B
ctpanax Asuu. [Ipeamonaraercs, 4To uMeHHO OT raruiotuna II o6pazoBanuch rarmIoTHITBI
I u III. Tarmnotun 111 coxepsxut nuceprmo mariner-like Tpancrno3oHna B nepBbIid HHTPOH
U XapaKTepU3yeTcsl caMblM HU3KUM YpoBHeM skcnpeccuu reHa PRR-2D B cpaBHeHuu c
IPYTHEMH TarioTunamMu. Hocurenu 3Toro rarioTuna BBIKOJNAINIMBAIOTCS MO3XKE TPYTHX,

IMO3TOMY BEPOATHO, MOI'YT OBITH IOJIE3HBIMU AJIA BbIpallluBaHUA B CCBCPHBIX HIMPOTAX.
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lannorun IV copepXuT Jenenuio NATH HYKIECOTHIOB B 3K30HEe-7. Ero ypoBeHb
skcripeccun Ha 5% Beimie ypoBHs 3kcnpeccuu ramnotunos Il u III. IMamnotunsr V u VI
XapakTepusyroTcss wuHcepiued 16 mH. B 9k30H-8. Kpome Ttoro, rammormm VI
JOTIOTHUTENFHO HeceT nHcepuuu 24 u 15 m.H. B 006J1aCTH MPOMOTOpa, KOTOpas Ha 2 ThIC.
I.LH. BBINIE CaiiTa MHUUMALMU TpaHCKpunuuu. Bnusaue rammoturnos IV u V Ha nary
KOJIOIIEHUS] TPUHUMAET CpefHee 3HadeHHe Mexay BiausHueM ramiotunoB | u III.
lamnotuner V u VI uaeHTUPUIMPOBAHBI UCKIIOUYUTEIBHO B T'€HOME CHHTETHYECKOMN
mmrenuisl ¥ A. tauschii (Guo et al. 2010). He Tak gaBHO B r¢HOME MSTKOM IIIEHHUI[BI
ObUTH BBISIBIICHBI €Ile JIB€ KOMOWHAIIMK MYTaIHi, KOTOpbIE 00pa3yloT ITOMOJHUTEIbHbBIE
ramtorunsl reHa PPD-D1 (Chen et al. 2013). Oaun u3 nux (HAPL-VII) xapakrepusyercs
nenerueit 2089 1.H. B 3k30He-8 B KOMOMHANMK ¢ nHeepimeld TO B HHTpOH-1 U nenernuen
5 n.H. B 3k30He-7. [pyroii, HAPL-VIII, otnuuaerca ot npeapiayIiero HaauuueM TOJIbKO
2089 m.H. B 3k30He-8.

AHanmu3upys BIMSHUE OTACIbHBIX TaIUIOTUIIOB Ha (eHortum, mis reHa PPD-D1
OBUIO OXapaKTePH30BAHO YEThIpE aJUIeNS: JTOMHHAHTHBIA amuiens — Ppd-Dla (rammorum
I), conmepkammii genenuto B o0JacTH MPOMOTOpa W TPU PEIECCUBHBIX. PerieccuBHbIC
amnenu ppd-D1d (rammotun 1V) u ppd-D1c (rammorumn I111) xapakrepusyroTcs aenenueit 5
IL.H. B CEIbMOM 9K30HE, KOTOpasi O00YyCIOBIIMBAET IKCIPECCHIO B HE(YHKIMOHAIBHBIN
Oenok (HOHCEHC-MyTalus) U MHcepuueir mariner-like Tpancno3ona B mepBbIii HHTPOH
cootBeTcTBeHHO (Beales et al. 2007; Guo et al. 2010). PeneccuBnsiii ayutens ppd-D1b
(rammotun  II) mpexacrtaBnsier coboit wuHTakTHBIM TeH PRR-2D. Ilokaszano, urto
xomOuHarus aens ppd-D1d ¢ tpemst nomuHanTHeIME ayutensivu Vrn-Ala, Vrn-Bla u
Vrn-Dla cunbHee mpojuieBaeT NMEPHO] 0 KOJOIIEHUS YeM €ro KOMOHWHAIMS TOJIBKO C
OJIHUM JOMHHAHTHBIM ajuteiaem Vrn-Bla, B 1o Bpems kak amrenr Ppd-Dla umeer
MPSIMYIO KOPPEJALMIO BPEMEHU KOJIOLICHUS C YMEHBIIEHUEM KOJIMYEeCTBA TOMUHAHTHBIX
ayuteneit romeosiornunbix reHoB VRN (Cane et al. 2013). JIns uaeHTUDHUKALMN ayuTest
ppd-D1d mpemnoxensr JIHK-mapkepbl, neTeKTUpyeMble B XOJ€ aHAIHM3a METOJIOM
ruesnoBoi ITHP (Guo et al. 2010). Jlerexuuto amnens ppd-D1c mpoBoasTt meToaoM
myabsTrILiekc-TTIP (Cane et al. 2013).

Takum oOpazom, ren PPD-D1 pocraTtodno XOpomio u3y4eH, OXapaKTepU30BaHO
OKOJIO JIeCSiITKa TaIyJIOTUIIOB, IMPOBEACHA OlleHKa uX (eHoTunudeckoro spdexra u

reorpau4ecKkoi PacIpOCTPaHEHHOCTH. JIOMUHAHTHBIN ajuiesb PPD-Dla
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XapaKTepu3yeTcss HauOONBITUM BIUSHUEM HA T[OJABICHHE YYBCTBUTEIHLHOCTH K
dboTomepruoy Cper BCeX M3BECTHHIX ajuiesieil romeosornunbix reHoB PPD1, 6iaromaps
YeMy aKTUBHO BKJIIOYAJICSl B CEJIEKIIMOHHBIN IPOLECC BO BpeMeHa "3eJeHON peBOIIOIUN"
U TOJY4YWJ IIUPOKOE PACIpPOCTPAHEHUE B COBPEMEHHBIX CKOPOCIENBIX COpTaX MATKON
TIIICHUIIBI.

B sToli cBS3M uWccnenoBaHuE PETYIATOpHBIX ydacTkoB TeHa PPD-D1 B apyrux
BUJIaX TEKCAIUIOWIHOMN MINICHUIIBI OTIMYHBIX OT T. aestivum kaxercs u30BITOUHBIM U HE
CTONIb aKkTyalbHbIM Kak i reHoB PPD1 u3 A u B renomoB. He 4yBcTBHUTENBHBIE K
dotonepuony amienu renoB PPD-Al u PPD-B1l Moryt ObITh BOBJICUCHBI B CEICKIIUIO
KaK TeKCAIUIOUIHOM, TaK W U1 TETPAIUIOMJIHON MIIEHUIBI, HE coaepxameid D reHom.
Kpome Toro, nmomunanTHbeii amiens PPD-Dla accoummpoBan ¢ mnpusHakoM

IMMOJIYKapJIMKOBOCTH, KOTOpBIfI BO MHOT'UX CJIy4asiX sIBJIACTCA HCIKCIIATCIbHBIM.
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1.2. 'eHeTu4eckasi JeTepMUHALMS MOTPEOHOCTH NMILIEHUIIbI B SIPOBU3ALUH

[ToTpeOHOCTD pacTeHUIl B MpeABapUTEIHLHOM BO3ACHCTBUM HHU3KOW TeMIIEpaTyphl
JUTS TIOCJIEYIOIIEro Mepexoaa K PernpOAyKTUBHOW CTaIuU Pa3BUTHS, OMPEACTAETCS WX
YYBCTBUTENBHOCTBIO K SIpOBU3AIMHU. YyBCTBUTENBHOCTH MIIEHUIBI K SPOBHU3AIUU
JNETEPMUHUPOBAHA, TJABHBIM 00pa3oM, ajuIeTbHBIM COCTABOM YETBIPEX Ma)KOPHBIX
renoB: VRNL1 (tpanckpunimonusiii pakrop cemeiictea MADS-box), VRN2 (zinc-finger
CCT-nomen conepxkanumii ren - ZCCT), VRN3 (romonor rena FLOWERING LOCUS T)
u VRN4 (mymumkanus rera VRN-AL B kopotkoMm tuiede xpomocombl SD) (Yan et al.
2003; Yan et al. 2004b; Yan et al. 2006; Kippes et al. 2015). Cuctema 3TUX reHOB
dbopMUpyeT eIUHBIA PETYISITOPHBIA MEXaHW3M, OTIEIbHBIC JJIEMEHTBHl KOTOPOTO
BOBJICUCHBI B AMUCTAaTHUYECKOE B3auMMoJIecTBUE. B pesynbTare B3auMOACHCTBHS MEXIY
reHamu VRN oOpa3syeTcs perynsatopHas neTis ¢ NOJ0KUTEIbHOW 0OpaTHOM CBSI3bIO, €
U3MEHEHHE aKTUBHOCTU TPAHCKPUIIIUU JIFOOOTO U3 ATHUX T'€HOB BIUSET HA aKTHMBHOCTH
OKCIPECCUN OCTAJIBHBIX TEHOB CHCTEMBI, KOHTPOJHUPYIOMICH MpOIEeCcC SPOBU3ANUU U
CPOKH KOJIOTIICHUS TIIICHUITBI.

M3ydyeHrne TEHETHUYECKOW CHCTEMBbI yaoO0HEee MPOBOIUTH, OMUPAsICh HA JIaHHEIE,
NIPEIBAPUTEIIHPHO TOYYECHHBIC HA MOJICIIBHOM OpTaHW3ME, KOTOPBIM IS IIBETOYHBIX
pacTeHuit 00bIuHO siBisieTCs apadunorncuc. Ho mockonbky st reHoB VRN2 eI He
0OHapyXEHO TOMOJIOTOB B apabujoricuce, paBHO kak u aiua reHa FLC (BoBneueH B
KOHTPOJIb YYBCTBUTEIHLHOCTH K SIPOBU3AIIMHN) apabuIoTcrca He TMPeCTaBICHbBl TOMOJIOTH
B TIIIICHUIIE, TO MPEINONAraeTcs, YTO CHCTEMBI, PETYIUPYIOIIHE MPOIecC SPOBU3AIINH,
WY, TO0 KpailHeW Mepe, OTACNIbHBIE 3JIEMEHTHl 3TOM CHCTEMBI, B ITHUX JIBYX BHJAX
IBOJIIOIMOHUPOBAIM HE 3aBUCHMO Jpyr ot japyra (Yan et al. 2004b). B To ke Bpems,
MOKa3aHO CYIIECTBOBAaHUE MEXBHUJAOBOH (YHKIMOHATBLHOW aKTUBHOCTH T'EHOB,
YYacTBYIOIIMX B PETYISIMU IBeTeHUs. Hampumep, 0OHapy>KeH KOHTPOJb BpPEMEHU
BETeHUs npojykraMu skcnpeccuu reHa SOCI puca B TpaHcreHHOM apalujorcuce, H,
COOTBETCTBEHHO, KOHTPOJIb BPEMEHHU KOJIOIIEHUS TPAHCTEHHOTO pHCa MPOIYKTaMU
skcrpeccun reHa FLC apabuporicuca (Tadege et al. 2003). Kpome Ttoro, mokasana
pETyIsAlns BPEMEHH IIBETCHUS TPAHCTCHHOTO apalOuAoICHca MPOTYyKTaMH IKCIPECCHH
reroB VRN1 u VRN2 mmenuner (Adam et al. 2007; Diallo et al. 2010). B atoit cBsizu

npeamnojgaracTcsa, 4To OAHOAOJIBHBIC M ABYAOJBHBIC KIIACChI paCTeHHﬁ, XO0Tsd U HUMCHOT
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pa3HbIe CHCTEMbI KOHTPOJIS TPOIecca sIpOBU3AIMH U BPEMEHH IBETEHUS, TEM HE MEHEeE,
OHHM OTJIMYAIOTCS OTACIbHBIMU KOMIIOHEHTAMH, BBITIOJHSAIOIINMHU aHAJIOTHYHbIC ()YHKITUU
(Diallo et al. 2010).

B Hacrosimee Bpems s Bcex JiokycoB VRN  wmaeHTHQHUITUpOBaHBI T'eHBI-
KaHJUJAThl, 2 H3yUYEHUE UX MOJICKYJSIPHOU CTPYKTYPHI MO3BOJIMIIO BBISICHUTH IMPUYHHEI,
00yCJIOBJIMBAIOIINE M3MEHCHHUS COOTBETCTBYIONMIUX (DHU3HOJIOTHYECKUX TPOIICCCOB B
oOpa3niax ¢ aJIbTEPHATUBHBIM aJUICIBHBIM COCTABOB JTHX TEHOB, M IOCTPOUTH
0000IIEHHYI0 MOJIeb, KOTOpas OTpakaeT B3aUMOJICHCTBHE MEXAY OTACIbHBIMU
DJIEMEHTAMU TOM CHCTEMBI B TIPOIECCE PETYJIAIUHA YyBCTBUTCIIBHOCTH K SPOBHU3AIUU U

BPECMCHHU KOJOIICHUA MIICHHUIIBI.

1.2.1. 'ensr VRN1

1.2.1.1. I'enst VRN1 1 npoayKThI HX IKCIIPECCUH

I'east VRN1 kapTtupoBaHbl B cepeAuHe JUIMHHBIX IUJICY XPOMOCOM IIATOM
romeoyoruueckoi rpymmsl (Yan et al. 2003). UaentudunupoBano aBa reHa (IUCTaHIINAS
mexay kotopeiMu 0.03 cM), koTopble sIBISIFOTCSt BeposiTHhIMU Kanaunatamu VRN1. O6a
aTUX TeHa KoaupyioT MADS-6okc-coaepxaiine TPAHCKPUIIIMOHHBIE  (PAKTOPBI
OpTOJIOTHYECKOTO cemelicTBa reHoB apabumonicuca APETALAL (AP1) / FRUITFULL
(FUL/AGLS) u AGLG1 cootrercteenno (Yan et al. 2003; Danyluk et al. 2003; Trevaskis
et al. 2003). IIpoayKThl 3KCHPECCHH TEHOB 3TOT0 CEMEHCTBA NMPUHUMAIOT YYacTHUC B
peryisiiui  MPOLIECCOB, HHAYLUUPYIOUIMX MEPeX0J] PacTUTEIbHOIO OpraHu3Ma OT
BEreTAaTUBHOW cTaauu pa3BuTus K reneparuBHoit (Murai et al. 2003; Danyluk et al.
2003). Hapymenne ¢ynkuuu renoB VRN1 B nuruionnHo# NIIeHHIIE COMPOBOXKAATIOCH
oTcyTcTBHEM reHepatuBHOUM ctaauu passutus (Distelfeld et al. 2010; Shitsukawa et al.
2007). OpHako B TMOCHENYIOUIMX HCCIAEAOBAHHUSX OBLJIO YCTAHOBJIICHO, 4YTO B
MOJTUTIONTHOW TIIICHUIIE TIePeXOJ K IBETCHHIO MPOUCXOJUT M B CIydae ITOJTHOTO
orcyrctBus reHoB VRN1 (Chen et al. 2012). Hynp-amnensusie mo VRN1 myraHTHI
XapakTepu3yrTcss 0Oojee MPOJOKUTEIbHBIM pPa3BUTHEM, HO TPH 3TOM HMMEIOT

HECTMTOBPECIKACHHBIC IBECTKU U (bepTI/IJ'H)HOG 3C€pHO. HpennonaraeTc;I, 4YTO Yy TaKux paCTeHI/If/'I
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WHIYKIWS [BETEHHUS OINOCPEACTBOBAaHA MPOJAyKTaMu sKkcrpeccun Apyrux MADS-6okc
coaeprkamux reHos, He amienbubix VRN, manpumep, FUL2 u FUL3 (Chen et al. 2012).
[TockoybKy, KOppensiuus MEXAY CTPYKTYpPOM M 3KCIPECCUEN BBIIEIIEPEUHCICHHBIX
TeHOB-KaH/IUJATOB U ajbTepHaTUBHbIMU aiensiMu VRN1 xapakTepHa TONbKO AJis reHa
AP1, npeanonaraercs, 4To HamOoJiee BeposTHBIM KaHauaaToMm Jokyca VRN sBnsercs
red APETALAL / FRUITFULL ((AP1/FUL)-like) (Yan et al. 2003; Murai et al. 2003).
[locnenyromue uccnenoBanus mnoATrBepaAwin, 4yro umMeHHo reH WFULL upgentuuen
nmrennyabiM ream VRN (Kinjo et al. 2012).

B rekcammounnoit mmenunie, reH VRN-AL gacto mpeacrtasieHn OoJsiee yeM OAHOM
xornmeir Ha reHoMm (Diaz et al. 2012; Wiirschum et al. 2015). IIpeamonaraercs, 4To
NOTPEOHOCTh O3MMOM MIICHHIIBI B SIPOBU3ALMH (TIPOAOHKUTEIBHOCTh SPOBU3ALUU JI0
MOJTHOTO HACBINICHUS, KOT/Ia JajbHEHIIee YBEIWYCHHS TIepHoJa SPOBH3AIUU HE
OPUBOJIUT K COKPAIICHUIO CPOKOB KOJIONICHMsSI, MPU MPOYUX PABHBIX YCIOBHSX) U
MPOJOJKUTEIIEHOCTh BETETAIMOHHOTO TICpUOAA PAa3BUTHS TIIICHUIBI, B TOM 4YHUCIE,
3aBHCAT U OT kosmuecTBa konuii VRN-AL B renome (Diaz et al. 2012). Oxnako, cienyer
OTMETUTb, YTO JAHHOE MPEANOJIOKEHUE SBISACTCA IHUCKYCCUOHHBIM, MOCKOJIBKY CpeIu
paznuunbix konuit VRN-ALl naGmrogaercst monmumopdusm 3k30HOB 4 U /, KOTOPBIH, Kak
OBLIO MOKAa3aHO MO3Ke, OKa3bIBaeT BiIMsAHUE Ha Te xe npusHaku (Chen et al. 2009; Eagles
etal. 2011; Li et al. 2013).

B crpykrype renoB VRN1 nokamm3oBano 8 5k30HOB, 6 W3 HHUX KOAUPYIOT
¢dynkmonaneabsie 1omMeHsl: MADS- u K-0okesr (Yan et al. 2003). Toraa kak K-6okc
BOBJICYEH B 0Oejok-OenkoBble B3auMojeiictBusg, aomeH MADS oOecrieunBaet
CBS3BIBAHHME C PETYSITOPHBIMA MOTHUBAaMU KOHTpoJupyeMbix reHoB. Jfomen SRF-TF,
npuHaexamui Hagcemeiictsy MADS, kxoaupyercst nepBbiM 3k30HOM reHoB VRN1
(Treisman 1992). B ero cTpykType pazaudaroT psja GyHKIIMOHATLHO-aKTUBHBIX CAMTOB:
dbochopunrpoBaHus, TUMEPU3ALUNA M CaliT, BOBIICYCHHBIA B CBSI3BIBAHUE JIFOOOTO OEiKa,
conepxaimtero MADS-6oke ¢ JIHK (Santelli et al. 2000). ITocnennuii, obecrieunBaet
cnenuduunoct JIHK-O6enkoBoro B3amMoOAEUCTBUSA, TIpU  KOTOpoM, Omaromaps
oOpasyromumcsi B JOMEHE JuMepHu3aluu aMQpUOaTHYecKuM ainbha CIHUpalsiM,
npoucxonut obopaunBanue moinekynsl JIHK Bokpyr SRF-momen copepikamiero Genka.
AMWHOKHCJIOTHAs TOCJICIOBATCIBHOCTh K-J10MeHa, Kak TpaBWIIO, JCTCKTHPYETCS BO

BcexX TpaHCcKpuniuoHHBIX ¢aktopax SRF tuma. B remax VRN1 K-6okc kommpyercs
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sk30HamMu 2-6. bBenok-OenkoBele  B3ammopenctBuss K-0oxkca ¢ MADS-060xkc-
coaepxkamumu oenkamu (Yang et al. 2004) obGecrieunBaroTCs MOCPEACTBOM 00pa30BaHMUs

cynepcnupanbHbix cTpykTyp (Lupas et al. 1991).

1.2.1.2. Peryasinusi s3kcnpeccun renos VRN1

B pacrenusix, conepkammx JOMHHAHTHbIE U peneccuBHble amienu reHoB VRNI,
BBIPAIICHHBIX HAa TPOJOJDKUTENEHOM (oTomepuoae u 0e3 sSpoBU3ALNU, TPAHCKPHUIITHI
JOMHUHAHTHBIX aJuleJIe NETEKTUPYIOTCS Ha CTaguu 1-3 JIMCTOB, ONHAKO YXKE Yepes
HECKOJIbKO HeJeNb (Ha CTaUM LIECTH JIMCTOB) MOXKHO HaOII0AaTh IPOAYKThI SKCIIPECCUU
Kak JOMHMHAaHTHBIX, TaK | pereccuBHbIX amtenceit (Loukoianov et al. 2005).
Jomunantaeie amnenu reHoB VRN-AL, VRN-B1 u VRN-D1 cHmkarT 4yBCTBUTEIBHOCTD
K SPOBHM3AIMU ¥ ONPEJACISIOT SPOBOW WM (aKyinbTaTHBHBIA THI pa3Butus (Stelmakh
1987). OnnHako BIWMSHHE TOMHHAHTHBIX ajuiened romeosnornydHbix TeHoB VRN1 nHa
YyBCTBUTENBHOCTh K SIPOBH3AIMM W TEMI pPa3BUTHS TMIICHUIBI HE pPaBHO3HAYHO.
W3meHeHue cuibl 3TO BIUAHUA MOXHO mpocieauts B pagy VRN-AL1 > VRN-B1 > VRN-
D1 (Stelmakh 1993), 4ro koppenupyer ¢ OTHOCHUTCIBHBIM YPOBHEM HX
TPAaHCKPUMIIMOHHOW aKTUBHOCTH M JICHCTBHEM MPOAYKTOB MX OJKCIPECCHH Ha
nojanienue aktuBHocTy reHa VRN2 (Loukoianov et al. 2005).

bazanbHblll ypoBeHb TpaHCKpUMNIMK HMHTAaKTHbIX reHoB VRN1 oueHb HU3KHIA,
OJTHAKO, OH PE3KO YCHJIMBAeTCs Tocie AeicTBus Hu3Koi Temreparypbl (Danyluk et al.
2003; Yan et al. 2003; Murai et al. 2003; Trevaskis et al. 2003; Alonso-Peral et al. 2011).
AxtuBHOCTh 3kcnpeccu VRN1  KoiaM4ecTBEHHO HM3MEHSeTCS B 3aBUCUMOCTH OT
JUINTEIBHOCTH HU3KOTEMIIEPaTYPHOI'O BO3JIEUCTBUS M COCTABIISIET MPSIMYIO KOPPEISLIUIO
no otHorrenuto k Heit (Danyluk et al. 2003; Trevaskis et al. 2003; von et al. 2005; Sasani
et al. 2009). [Tocnenyromme nccnenoBanus reaernaeckoit sxkcnpeccun VRNL B ycnoBusix
SIPOBH3AIMY YCTAaHOBUJIM, YTO HU MHCcepuus MI'D B obmacTu mpoMoTOpa TOMHHAHTHOTO
amenst Vrn-Ala Hu MyTanuu JIOKQIM30BaHHBIE B MIEPBOM WHTPOHE, HE KPUTHYHBI IS
WH]IyKIIMK TPAHCKPHITIIUK, OOYCIIOBJICHHON JeiicTBUeM HHU3KOW Temmeparypsl (Trevaskis
et al. 2007; Hemming et al. 2009; Alonso-Peral et al. 2011).

I'ensr VRN1 xapakTepu3yroTcsi HaIMUMEM, IO KpallHEH Mepe, IBYX PEryJsTOPHBIX

Y4aCTKOB, JIOKAJINM30BaHHEIX B obnacTu IMpoMOTOpa U IIEPBOro MHTPpOHA, COOTBETCTBCHHO
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(Yan et al. 2004a; Fu et al. 2005). IIpennonaraercsi, 4TO PEryJSALUs IKCIIPECCUN TEHOB
VRN1 y 37makoB 3aBHCHT, TJIaBHBIM 00pa3oM, OT JACHCTBUSA ABYX aHTarOHUCTHYHBIX
MexaHu3MOB: (1) akTWBaIMs TPAHCKPUIIUHA C TMPUBJICUYCHUEM PETYISATOPHBIX CAHTOB
IPOMOTOpa, XapaKTepU3yIollascs HU3KUM Oa3alibHBIM  YPOBHEM TPAHCKPHUIIIIHH,
KOTOPBIA MOXKET ObITh YBEITUYCH JICHCTBUEM HU3KOW TEMITEpaTyphl BO BpeMs SIPOBU3AIIAN
U (2) mnomaBASAIONIMM  MEXaHM3MOM KOHCTUTYTHBHOM pempeccud XpoMaTHHa,
KOHTPOJIMPYEMOH pEryIsTOPHBIMEA y4dacTkaMu repBoro mHTpoHa (Alonso-Peral et al.
2011). JdomwuuantHble amtean reHoB VRN1 geTepMHHHMPOBAaHBI Pa3IMYHOIO poja
HapYUICHUSIMU B PETYJSIIUM HUX DKCOPECCHUU U OO0YCJIOBIIEHBI MHOTOYHCICHHBIMU
MYTaIUSIMH, HACHTUPUITIPYEMBIMHU B 00J1aCTH MMPOMOTOPA U TIEPBOT'O HHTPOHA.

HccnenoBanue MOJNEKYISPHOW CTPYKTypbl TmepBoro uHTpoHa reHoB VRN1 vy
00pa3IioB MIICHUIBI W SIUMEHS BBIIBHJIO KPUTHYCCKUH yuacTok (okono 4.2 k0), B
koTopoMm T1iepBbie 400 HYKJICOTHAOB OTJIIMYAIOTCS BBICOKOW KOHCEPBATUBHOCTHIO.
[lpennonaraercs, YTO WMEHHO Ha JTOM YYacTKe MOTYT OBITh PacCHOJIOKEHBI
perynsitopHble mocienoBarenbHoctd (Fu et al. 2005). Oxnako B majpHEWIIeM ObLIO
YCTaHOBJIEHO, YTO HWHCEPIIMH, JOKAJIM30BAHHBIC BHIIIE KPUTUUYECKOTO YYaCTKa, TAKKE
00yCJIaBIIMBAIOT CHIKCHHE UYYBCTBUTEIBHOCTH K SIPOBU3ANMH (TOMHUHAHTHBIC AJUICITH
Vrn-A"1f,  Vrn-A"1h) (Dubcovsky et al. 2006). Amnamu3 SIUCTaTHYECKOTO
B3auMozeiicTBus Mexay reHamu VRN suMeHst oOHapy>Kuj, 4TO BIUSHUE OTACIIBHBIX
MyTanuii Ha ydacTke WHTpoHa-1 rena VRN-H1 na denorumn, HepaBHO3HauHO. Tak,
MPOTSHKEHHBIE JIECIIUU aCCOIIMUPOBaHbI ¢ OoJee akTuBHOM skcnpeccueit renoB VRNL u
Ooree paHHUM KOJOIIEHUEM IPU OTCYTCTBHM SPOBH3AIMU, YEM KOPOTKHE JEJCIHUU
(Hemming et al. 2009; Szucs et al. 2007).

M3BecTHO, 4TO MyTalMu B MEpBOM HHTpoHE romeosnorudHbix reHoB VRN1 Gonee
7 (dEeKTHBHO TONABISIOT AecTBUE MPOAYyKTOB 3kcnpeccun VRNZ Ha Bpems 1BeTeHUS,
yeM MyTallMHM JIOKaJIu30BaHHbIe oOmactu mpomoropa (Dubcovsky et al. 2008),
uHynupys tpanckpunuio VRN e 3aBucumo ot skcnpeccun rena VRN2 (Dubcovsky
et al. 2005; Hemming et al. 2008; Pidal et al. 2009). BaxxHocTh MepBOro HHTPOHA 'CHOB
VRN1 B mnonaaBieHUM TPaHCKPUIILHUMU [0 SPOBU3ALMU MOATBEPKIAACTCS HAJTUYUEM HE
MeHee 18 MyTamuii Ha 3TOM ydacTKe, acCOIIMHUPOBAHBIX C IOBBIIICHHEM AaKTHUBHOCTHU
OKCIPECCUM 3TUX TEHOB W CHUKCHUEM YYBCTBUTEIBHOCTH K SIPOBU3AIMH Y TIICHUIIBI U

sumens (Fu et al. 2005; Dubcovsky et al. 2006; Cockram et al. 2007a; Cockram et al.
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2007b; Santra et al. 2009; von Zitzewitz et al. 2005; Hemming et al. 2009; Milec et al.
2012; Shcherban et al. 2012; Muterko et al. 2015b). B pe3ynbraTe 3THX MyTalldii MOTYT,
HanpuMep, OBITh  TIOBPEXKACHBI  CAWTHl  CBSA3BIBAHMSI C  THIOTETUYCCKUMHU
TPAHCKPHUIILIMOHHBIMU (pakTOpaMu, KoTopsie moaasistoT Tpanckpumiuio VRNL (Fu et al.
2005), wnmm ke JaHHBIE MYTAllMd MOTYT TOBIUSATH HAa CANTHl, HEOOXOAMMBIC IS
NOJICP)KaHUSL TIOJIAaBJICHHOTO COCTOSIHUSI XPOMAaTHHA, TIOCPEICTBOM MOAU(DUKAIINN
TUCTOHOB, GOPMUPYS, TAKUM 00pa30M, MEXaHU3M COMATHYECKOW MaMATH O SPOBU3AINU
(«3umuuit koa») y 3makoB (Trevaskis et al. 2007; Oliver et al. 2009; Diallo et al. 2012),
110100HO TOMY, KaK 3TO MPOUCXOIUT B apabumomcuce (Sung et al. 2006).

Kpome Toro, pe3ynbTaThl HENAaBHUX WCCICOBAHUN IMOAYCPKUBAIOT TaKXKE
B2YXHOCTH MEPBOI'0 MHTPOHA M B MOCTTPAHCKPUIIIMOHHOW PETYJISIIMHA SKCIPECCUU TCHOB
VRN1 (Xiao et al. 2014; Kippes et al. 2015). Tak, B mociaenoBaTeIbHOCTH HHTPOHA-1
reHoB VRN1 nokanusoBanwl caiTel y3HaBanus PHK-cBsspiBaromero 6enka TaGRP2
(GLYCINE-RICH RNA-BINDING PROTEIN2), kotopsliii romosioruucH 6eaxky GRP7,
perynupytoniemy mBeteHue y apaoumoncuca (Streitner et al. 2008). benku TaGRP2
CBSI3BIBAIOTCS ¢ OjJHOLenouedHor moiekynoi nmpe-MPHK renor VRN, uHrubupys mnx
skcipeccuto. B xonme  sgposuzauumu, OGenok TaGRP2  momudummpyercs O-N-
arneTririIoko3aMuH - TpaHcdepazoit (O-GIcNAc) B pesynabTate uero mnpuoOperaeT
CIOCOOHOCTh K B3aMMOJICHCTBUIO € KapOoruapaT-cBs3biBaromuM Oenkom VER2.
Ces3eiBanne VER2 ¢ 6enxkom O-GICNAC-TaGRP2 npensitctByer HakomuieHHio TaGRP2
B s7Ipe KJIETKH U CIIOCOOCTBYET TeM caMbIM ero aucconuaiuu o MPHK TaVRN1 (Xiao et

al. 2014).

1.2.1.3. PeryasTopHble caiiTel B 00J1acTH npomMotopa renoB VRN1

B o6mactu mpomoropa reHoB VRN1 wuaeHTHOUIMPOBAHO HECKOJIBKO IHUC-
akTHBHBIX caiitoB (PucyHok 1), KOTOpble MNPUHUMAKOT YYacTHE B PETYISAIUH
tpanckpuniuu (Golovnina et al. 2010; Diallo et al. 2012), oanako neTambHOE

UCCleIoBaHUE MPOBeAeHO Tulllb HeKOTOpbIX U3 HUX — CArG- VRN- u G-60kcoB.
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Pucynok 1. Cxemarnueckoe npejcrabieHue ctpykrypbl reaoB VRN (Muterko et al.
2015a). OGo3HaueHBI PEryISTOPHBIC AJIEMEHTHI Ha ydacTke mpoMotopa renoB VRN u
VRN2, a takxe moclienoBaTelbHOCTH, KOAUPYIOIIHE (PYHKIMOHATBHBIE JOMEHBI. J{ms
reHa VRN1 ykazaHbl calThl JIOKaTU3alMU TOTUMOP(MHBIX TO3UIUK B 3K30HaX 4 u 7,
muddepenupyromue anbrepHatuBHble ramiotunsl VRN-AL. B kogupyromeit obnactu
reia VRN2Z  o0o3HaueHbl  CalThl  JIOKAJW3AaIllMd  TPHUILIETOB,  KOJHUPYIOIIHE
KOHCEpPBAaTUBHBIC OCTATKW apTrHHUHA, UMEIOIINE KPUTHUECKOE 3HAUCHUE B 00CCIICUCHUN
¢dbynxumonnpoBanuss CCT-nomena. Ha yyactke mpoMmoTopa nomMuHanTHbIX VIn-B3a, Vrn-
B3c wu peneccuBHoro amiens Vrn-B3b nokamu3oBaHbl MHCEPUHMH  MOOMIIBHBIX
reHetuyeckux osiemeHToB (MI'D), a B TpaHckpubOupyemoili o00macTd 0003HAYCHBI
nonumopdusie caiitel B reHax VRN-A3 u VRN-B3, accoumupoBanbie ¢ M3MEHEHHEM BO

BPEMCHHU KOJIOIICHMUS.

Hemuoro Bbllie caiiTa WHUNMAUUM TpaHcKkpunuuv, HO HuUxke ACGT-motuBa
nokanuzoBana nocnegoarenbHOCTh (CCTCGTTTTGG) CArG-06okca (callT CBsI3bIBaHUS

¢ MADS-60kcom), KOTOpBIH, BIOpOYEM, MMEETCS y BCEX IMPEACTABUTENEH CeMelcTBa
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reHoB, koaupyoommx MADS-60okc-conepxkamue O6enku. M3HayaibHO Tpeanonaraioch,
yro CArG-00KC MMeeT KII0UeBOE 3HAUEHHE B PETYJSIUU aKTUBHOCTU TPAHCKPHUIIUU
reaoB VRN1 (Yan et al. 2003). Tax mmenuunsie SVP-like (Short Vegetative Phase)
MADS-60kc coaepxamume Oenku VRT2 (vegetative to reproductive transition 2)
CTIOCOOHBI Kak in Vitro, Tak u in vivo cBs3eBatbes ¢ CArG-6okcom mpomortopa VRN1
(Kane et al. 2007; Dubcovsky et al. 2008). Ognako mOCIACAYIOIIME HCCICIOBAHUS
MIOKA3aJi, YTO YYBCTBUTEIHHOCTD K SIPOBU3AIMHA COXPAHSIETCS U TIPH ITOJTHOM OTCYTCTBUU
CArG-6okca, crnefoBaTellbHO, TOCIEIHUN HE SABIAETCA KPUTHUECKHUM B PETYJISIUU
skcipeccun reHoB VRN1 (Pidal et al. 2009). Tem He MeHee, HE HCKIIOYCHA
noteHuuanpHas posib 6enkoB VRT2 B perymsuun skcnpeccun VRN1 HezaBucumo ot
SpOBHU3allMK, HanpuMep, npu dopmupoanuu mneeTka (Dubcovsky et al. 2008; Trevaskis
et al. 2007). M3BecTHO, YTO Ui HEKOTOPHIX O3MMBIX COPTOB MSTKOW MIICHUIIBI,
YYBCTBHTEIbHBIX K (oromepuony (peneccuBHbIX Mo reHam PPD1), amurtenbHOCTH
SPOBHU3AIMHA MOXET OBITh 3HAUMTEIHHO COKpAIeHa WM )K€ MCKII0YeHa BOBCE, €CITU B
TEYCHHE HECKOJIBKUX HeJenb (42 aHs) BbIpalllUBaTh TaKUE PACTEHUs HA COKPAIEHHOM
doroneproae (Dubcovsky et al. 2006; McKinney et al. 1935; Krekule 1964; Evans
1987). Dto siBNeHME HE XapaKTEPHO ISl apaOUAOICHCa, OJTHAKO HAOIIOIACTCS TaKXKe Y
3makoB mozcemeiictBa Festucoideae (Heide 1994). Ilokazano, uYTO Takas 3aMcHa
HU3KOTEMIIEPaTYpPHOH SPOBU3AIMN COKPAIICHHBIM (OTOTIEPHUOIOM AaCCOIMUPOBAHA C
nonaBnenueM reHa VRN2, a Takke HalWyueM perysasiTOPHOTO y4acTKa B MPOMOTOpE
VRN1, uyBcTBHTEIBHOrO K cOKpamieHHOMY (oTomepuoay (Dubcovsky et al. 2006).
[TonaBnenue skcrnpeccun VRN2, omocpencTBoBaHHOE BBIpAlIMBAHMEM pACTEHUN Ha
KOPOTKOM JHE TpU KOMHATHOM TemrepaType, HE COIMPOBOXKIACTCS TMOCIeAYIOIEeH
aktuBauueid reHoB VRN1 no Tex mop, moka 3Tu pacTeHusi He OyAyT NepeHeCeHbI B
yCIIOBUSL JUIMHHOTO JHs, TOTJla KaK y pacTeHWH, KOTOpbIe NPOIUIM SPOBHU3AIUIO,
aktuBarus skcrnpeccurn VRN mpoucxoauT m 0e3 MOCIeAyrIIero ACHCTBUS YCIOBHM
nponoinkutensHoro ¢ororepuona (Dubcovsky et al. 2006). Ot HaOmOaeHNS MOXKHO
O0OBSICHUTH, MPENOJIOKUB CYIIECTBOBAaHUE TUIMOTETUYECKOro penpeccopa reHoB VRN,
KOTOPBI TMPOSIBISET AaKTUBHOCTh TIPU YCIOBUU COKpPAIIEHHOTO (OTOIEpHOIa.
Jumonanas mmenuna ¢ nenerupoBaHHbiM CArG-6okcom u VRN-6okcom mnmu CArG-
OOKCOM U 4acTbl0 TMOcJeloBaTeIbHOCTH B mepBoM HHTpoHe reHa VRNI,

XapaKkTEepU3yeTCs IOBBIMICHHOW AaKTUBHOCTBIO TPAHCKPUIILMM 3TOrO0 T€Ha IIpU
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BEIPAIIUBAHUM Ha COKpalieHHOM (oTomepuoae. B 3Tol cBsi3uW mpearnosiaraercs, 4To
CArG-6okc MOXXET ydYacTBOBaTh B MPOIECCE PEryJSIuu (POTONMEepHoaOM M HUrpaTh
BOXHYIO POJb TPU CBS3BIBAHUU C THUIIOTETHYECCKHUM PEIPECCOPOM, TMPOSBISIOIIAM
aKTUBHOCTH B yCJIOBUAX KopoTkoro aus (Dubcovsky et al. 2006).

B pesynbTaTte aHaim3a MEpBUYHON CTPYKTYpPHI y9acTKa IMPOMOTOpa JOMHUHAHTHBIX
amneneit Vrn-A"la u Vrn-A"1g ObLI0 yCTaHOBIEHO, YTO 00a JOMHHAHTHBIX aJens
comepkar aenenuto 20 M.H. B aHAJIOTHYHOM Yy4YacTKE MPOMOTOpPA, MPEIIICCTBYIOMEM
CArG-6okcy (Pidal et al. 2009). Ha sToMm ke yd4acTKe JIOKAJIM30BaHbI TaKKe MYTAI[HH
IBYX MOMHHaHTHBIX ajutenei Vrn-Ala um Vrn-Alb, koTopble HACHTH(QHIMPOBAHBI B
reHome nosmrutonaHoi mienunsl (Yan et al. 2004a). Takum 06pa3oM, OCHOBBIBAsCh Ha
pe3ylbTaTax CpaBHEHHUS HYKJICOTHUIIHBIX IMOCIIEOBATEIbHOCTEN Yy4yacTka HpoMOTopa
anbTepHaTUBHBIX auteneit reHa VRN-AL Oblna BbieeHa MOCIEA0BATEIbHOCTD JJIMHON B
16 m.H. (TTAAAAACCCCTCCCC) o6o3naueHHass kak VRN-00kc, KOTOpBIH, Kak
IpeaIoyaraeTcsi, ydacTByeT B peryisauuu skcrnpeccun reHoB VRN1 u koHTponupyer
4yBCTBHTEILHOCTH K sipoBu3aruu (Pidal et al. 2009).

CArG- u VRN-6okcam Ha yuactke -2300 — O m.H. mpeamectByioT bZIP (basic
leucine zipper)-cBs3piBaroinye (B3aMMOACHCTBYIOT C TPAHCKPUITIIMOHHBIME (DaKTOpaMH,
conepxkamumu bZIP-ngomen) G u uetwsipe apyrux rubpumnnbsix 6okca (A/G, A/C, G/A,
G/C). B mnepBUYHON CTPYKType ITHUX OOKCOB COACPKHUTCS YETHIPEXHYKICOTHIHASL
nocnenoBarenbHOCTh  ACGT-M0THBaA, KOTOPBIM ABISIETCS CAMTOM CBA3BIBAHUS C
xomiuiekcoM FDL2-FT (Bo3MOXHO TpW y4acTHUHW JOMOJHUTENbHBIX OenmkoB) (Li et al.
2008), momobHo ToMy, Kak OenkoBbili komIuiekc FT-FD cBs3biBaeTcst ¢ peryiasiTOpHBIM
yuactkoM (C-6okcom) mpomoTtopa APl (romoryor mmenuyHoro sokyca VRN1) B
apadumoncuce (Wigge et al. 2005). ITpu atom ACGT-MOTHB CBSI3bIBaCTCS COOCTBEHHO C
oenxom FDL2. B aT0# cBs3m npeamnosnaraercs, uro nmmeHnuHbii ren TaFDL2 (Flowering
locus D-Like 2) sBasiercst romosnorom rena FD apabumoncuca. Takum obpazom, ACGT-
MOTHB SIBJISIETCSI HEOOXOJUMBIM KOMIIOHEHTOM CHCTEMBbI, KOHTPOJIMPYIOIICH aKTHBAIIHIO

renoB VRN1 npoaykramu skcnpeccun rera VRN3 (Li et al. 2008).

1.2.1.4. Jnurenernyeckas peryasinus VRN1

B pesynbrare uccnepoanus reHa VRN1 sumens (HVVRN1) ycranosneno, urto

perpeccud 3TOro recda aCCoururpoBaHa ¢ BBICOKUM COACPKAHUEM B XPOMATHUHE THCTOHA-
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3, metwiupoBanHoro o JmsunHy-27 (H3K27me3). IMocne sipoBusaimu HaOr0maeTCs
CHIDKCHHUE COJIEpKaHMUsl THUCTOHA-3, MeTwiupoBaHHOro mno Jm3uHy-4 (H3K4me3) Ha
y4acTKe MEpPBOTO 3K30Ha M B Hayajieé MEPBOIO MHTPOHA, a TAaKXKE€ MOJHAS >JIMMHUHALUSA
ructona H3K27me3 B obmactu npomoTopa, 7k30Ha-1 1 MHTpoHA-1 M3 XpoMaTHHA JIOKyca
HVVRN1. B cBs3u ¢ 3TUM mpeamnosaraeTcs, 4YTo spOBU3ALMS CIIOCOOCTBYET aKTHUBALIMU
xpomatuHa reHa HVVRNL1. Tlpu »ToM BiusHHE SpOBH3allUM HA COJCpKaHHUE
moaudummpoBanHbix THCTOHOB H3K4me3 n H3K27me3 B xpomaTune iokycoB HVVRN2
u HVWRN3 ne oOnapyxeno. I[loka3zaHo, 4To WHAyNHpYEeMbIE SpPOBHU3AIMEH TOOEToB
U3MEHEHUS KOJUYECTBEHHOTO COJAEpKAHUS METHJIMPOBAHHBIX THCTOHOB B XPOMAaTHHE
aokyca HVVRN1, coxpaHsitoTcst B JalbHEWUIIEM U B JIMCTHSIX BETETUPYIOIIUX PACTCHHI,
YTO TMOATBEPKIAET JaHHBIE, COTIACHO KOTOPHIM HMEHHO B PEryJslUd aKTUBHOTO
coctostHust xpomatuHa Jokyca HVVRNI, omocpenctBoBanHoro momudukamueit ero
THCTOHOB, U MPOSIBIISIETCS] MEXAHU3M SIUTCHETHUECKON MaMsTH O SIPOBU3AIIMH Y 3JTaKOB.

[To3xke, aHaNOTMYHBIE WCCIENOBAaHUSA OBUIM TPOBEJEHBl Ha T'€HETHYECKOM
MaTepuajge MSATKOM MIIEeHUIb. AHANU3 COAepKaHUS MOAU(DHUIMPOBAHHBIX THCTOHOB
H3K4me3 u H3K27me3 B ob6iactu mpomoropa reroB Vrnl u TaFT1 (VRN3) B oOpasiax
TeKCAIUIOMHOM TIIEHUIIBI KOHTPACTHBIX IO THUIY Pa3BHUTHs, OOHApYX Wil oOoraiieHue
ructoHoM H3K4me3 npu HensmenHom ypoBHe ructona H3K27me3 B o3umoii niienuie
nocne sposuzauuu. Conepxkanne H3K4me3 B oOpasuax sSpoBOW MIIEHUIBI TOCIE
ApOBU3AIMY, HAMNPOTUB, CHUXKAETCA MNpPU HEU3MEHHOM ypoBHe ructoHa H3K27me3
(Diallo et al. 2012). CnemoBaTenbHO, MEpPEeXOa K I[BETCHUIO O3WMOM IIICHUIIBI,
WHIYLUPYEMbI YCIOBUSAMH SIPOBU3ALMH, ACCOLMHUPOBAH C M3MEHEHUEM COJEp KaHUs
MeTmpoBaHHBIX THCTOHOB H3K4me3 u H3K27me3 B o6mactu npomotopa renoB VRN1
u TaFT1. Takxke ycTaHOBJIEHA MpsAMasi KOPPEISLUsS MEXKIY YPOBHEM 3KCHPECCHUU ITHUX
T'€HOB U BBIIICYIIOMSHYTHIM U3MEHEHUEM B COICPKAHUU MOIUPHUIIMPOBAHHBIX THCTOHOB
H3K4me3 u H3K27me3 (Diallo et al. 2012).

N3BectHo, uTo MomudunupoBanubie TUCTOHBI H3K4me3 wu H3K27me3
JIOKaJN30BaHbl B YYacCTKaX TE€HOMA, KOTOpPHIE aCCOIMUPOBAHBI C AaKTHUBHBIM U
MOJIaBJICHHBIM COCTOSTHEM XpomaruHa, cooTBeTcTBeHHO (Bernstein et al. 2006). V
pacTeHMii, KaK M y IPYTUX OPraHu3MOB, PETyJsus coaepkanus ructoHoB H3K4me3 u
H3K27me3 B pa3HbIX yyacTKax XpOMaTHHa OMOCPEJICTBOBaHA aKTUBHOCTHIO OEIKOBBIX

komruiekcoB PCG  (polycomb group), TRXG (trithorax group), KOTOpbIE HIrparOT
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KIIOYEBYI0O pOJIb B TpOIEccaXx »dHUTeHETHYECKOW pemnpeccMd U aKTHBALWH,
cootBerctBenno (Gendall et al. 2001; Pien et al. 2008; Schuettengruber et al. 2007).
Kpome Toro, B apabuzoricuce, KIHOYEBBIE JIOKYCHl CUCTEMBI, KOHTPOJIHPYIOIIEH BpeMs
nBereanss — FLC m FLM, B mOIaBIICHHOM COCTOSHMHM XapaKTEPU3YIOTCS BBICOKHM
coneprkanreM B xpomatune ructona H3K27me3 (Jiang et al. 2008).

[IpenmonaraeMmble KOMIIOHEHTHI KOMILJIEKCA, PETYJIUPYIONIETO aKTUBHOE COCTOSIHHE
XpoMaTHHA TyTeM W3MEHEHHUS  COJEpKaHUS  MOAU(PUIIMPOBAHHBIX  THUCTOHOB,
obuapy:kensl Taxke y 3makoB (Fu et al. 2007; Koyama et al. 2012). B gacTHOCTH, T€HBI,
koqupyromnue 6enku tuna VIL (VIN3 (vernalization insensitive 3) - Like) kapTupoBaHbI
B IIPUIICHTPOMEPHOM ydacTke xpomocoM 1, 5, 6 B A rerome T. monococcum L. (Fu et al.
2007) u B D renome A. tauschii Coss. (Koyama et al. 2012). YcnoBus sipoBu3anuu, a
UMEHHO JICWCTBHE HU3KHUX TEMIIEPATYP, CIIOCOOCTBYIOT MOBHIIIICHUIO YPOBHS SKCIIPECCUU
(axTuBauu) reHoB TMVIL miieHuIsl, Kak Ha ITUHHOM, TaK M Ha KOPOTKOM JHE, a TIocTe
NOBBILLIEHUSI TEMIEPATYypbl, ypOBEHb OJKcrpeccuu TeHoB TMVIL Bo3Bpamaercs k
UCXOIHBIM (110 sipoBu3anuu) 3HaueHusM (Fu et al. 2007). Eciu npuHATH BO BHUMaHUE
TOT (akT, 9To MpoayKThl FKcrpeccud VRNL cHMKaOT MOpPO30CTONKOCTh MIICHMIIBI, TO
BO3MOXXHAsI POJIb TOBBIIICHHUS TPAHCKPUIIIMOHHOW aKTUBHOCTH TeHOB VIL BO Bpems
NEHCTBUS HU3KUX TEMIIEpaTyp MOTJa Obl 3aKIII0UATHCS B MOJAABICHUH DKCIIPECCUU TEHOB
VRN1, 4yto cmocoOGcTBOBamo Obl, TakuM o0Opa3oM, TOBBIIMICHUIO TOJEPAHTHOCTH
opraHu3Ma K HU3KoTemneparypHomy Bo3aeictuto. ['ensl VIL akTuBupyroTcs B Hauane
ApoBU3alMKM U mpeamecTByroT axktuBauuu reHoB VRNI1. AmnanormuHoe BiusiHUE
NEHUCTBUSL HU3BKUX TEMIEpaTyp M COKpalleHHOro (QoTomepuosa Ha aKTHUBHOCTH
TpaHckpuruu reHoB VIL apabumoncuca v MIIEHUIBI, BMECTE ¢ UASHTUYHON JTOMEHHOU
CTPYKTYpOH OCIIKOB, KOJUPYEMBIX STUMHU T€HAMH, MO3BOJISICT MPEATIOI0KUATh, YTO TCHBI
VIL y apabumoricuca ¥ 3J1aKOB BBIOJHSIOT aHanornyHele (ynkiuu (Fu et al. 2007;

Koyama et al. 2012).

1.2.1.5. ITosmmmopdusm B kogupyromeii od1actu rera VRN-AL

Cpenu romeonoruynbix reHoB cepur VRNI1, noaumopdusm B konupyrolen
00nacTH, acCOLMMPOBAHHBIM C M3MEHEHUEM KOJMYECTBEHHBIX IIOKa3aTeleld psana

IIPU3HAKOB, MPCACTABIAIOIINX 3HAYUTCIIbLHBIN HHTEPEC B CCICKOHMH IMIICHHIBI,
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unaeHTuupoBan Toyibko st reHa VRN-ALl. OmgHoHyKI€OTHIHBIN ToauMophu3M B
JIBAJIIIaTON MO3UITMHU 3K30HAa-4 3T0or0 reHa pasznuyaeT ero C u T Tunbl (rammorumnsl Ex4C
u Ex4T, coorBeTcTBeHHO). TpaH3WIMS I[MTO3WHA B THMHH, B JIAHHOW ITO3HUIIUH,
oOyciaBnuBaeT MHUCCEHC-MYTalluIO, COTIPOBOKTAIOIIIOIOCS 3aMeleHueM
KOHCEPBATHBHOTO JICHIMHA Ha (CHMIANAHHH B mocienoBatensHoctn K-Gokca (Leu™'-
>Phe’"). Tlomumopdusm werseproro sk3ona VRN-ALl BrepBble MACHTHOUIMPOBAH H
aCCOIIMMPOBAH C BIUSHUEM Ha TMPOJODKUTEILHOCTh BETCTAIIMOHHOTO PAa3BUTHSA B
o3uMbIX coptax msrkoii mirenuisl u3 CIIA (Chen et al. 2009). Tak, o6pa3iisl 03UMO¥
nmeHutbl ¢ C tunom 3k30Ha-4 VRN-AL, ortnnyanucek Oojiee paHHUM KOJIOIICHHEM, IO
CpaBHEHHIO ¢ oOpasmamu, HecymuMu T Tun sk3ona-4 storo rena (Chen et al. 2009).
[Tocnenyromme wcciaeaoBaHus, MPOBEACHHBIC Ha ABCTpPaJIMHCKHUX copTax 1. aestivum
MOJITBEPAVIIN TAHHOE HAOJIOICHNE U JIOTIOJHUIIN €r0 HOBBIMH PE3yJIbTaTaMH, COTIACTHO
KOTOpBIM TaruioTun EX4T taxke acconuupoBaH ¢ 60see BHICOKOM MOPO30CTOUKOCTHIO U
noTpeOHOCThIO B Oojiee mpoaoinkuTeabHol sipoBusanuu (Eagles et al. 2011). B cBsi3u ¢
BO3MOXXHOCThIO B3ammojieiicTBusi K-momena ¢ npyrumu MADS-060okc-conepikammmu
Oenkamu, Tmpeamnonaraercs, 4yro noaumopdusMm B 3k30He-4 VRN-ALl MoxkeT oka3bIBaTh
BIUSHUE HA TPU3HAKW TIIICHHUIBI, TTPOSBIICHUE KOTOPBIX CBSI3aHO C DKCHPECCHUEH ITOTO
rena (Eagles et al. 2011).

JlpyruM Ba)KHBIM OJTHOHYKJICOTHIHBIM MOJIUMOP(PU3MOM HIACHTU(DHIIMPOBAHHBIM B
koqupytonieil yactu reHa VRN-ALl ssnsercs C->T Tpan3unus B ceabMoM 3K30HE. B
pe3ynbTate JAaHHOW MHUCCEHC-MYTallid, MPOUCXOAWT 3aMCIICHUE alaHWHA Ha BaJIUH
(Ala"®/val'®).  Xors wyramms soxkammsoBama B C-TepMHUHAIBHON — 00J1aCTH
AMUHOKHCJIOTHOM  mociiemoBarelibHOCTH — Oenka  VRN-AL, B KOTOPOM  HE
UACHTUQUIIMPOBAHO KAaKUX-THO0 (QYHKUHMOHAIBHBIX JOMEHOB, TOJTUMOP(HU3M B TaHHOM
caliTe acCOIMUPOBAH C PA3IMUYMEM B IMPOJOJDKUTEIHHOCTH SPOBHU3AIMU M BO BPEMEHU
kostorenus mmeHuirs! (Li et al. 2013). Kpome Toro, 66110 JOCTOBEPHO YCTAHOBJIEHO, YTO
MYyTalus Ala®®Val*® 5 amunokucoTHOM nocienoBareabHOCTH Oeaka VRN-A1 Bauser
Ha €ro B3auMOJCHCTBUE ¢ TPoayKTamH 3kcmpeccun reHa TaHOX1, 4ro cka3piBaeTcs Ha
cpokax koyomenus (Li et al. 2013). B xonme spoBu3ammu, moj ICHCTBHEM HU3KOU
TeMIepaTypbl, TPAHCKPHUIIIIMOHHAA aKTUBHOCTh reHoB 1aHOX1 mocreneHHo Bo3pacTaer
U TIOJIZICP)KUBACTCS Ha BBICOKOM YPOBHE, ITOJ00HO TOMY, KaK 3TO HAaOIIOAACTCS Y TEHOB

VRNL1. I'east TaHOX1 opromoruunbl renam HD-Zip knacca 1 (Homeodomain-leucine
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zipper subfamily 1), AtHB—7 (Homeobox 7) apabuiorcuca, BOBJICUCHHBIX B PETYJISIHIO
pa3BUTHS B 3aBUCUMOCTH OT JEHCTBUSI CTPECCOBBIX (DAKTOPOB BHYTPEHHEH M BHEIIHEU
cpenbl (Olsson et al. 2004; Ré et al. 2014). Bricokuit ypoBens 3kcnpeccun TaHOX1
acCOLIMMPOBAH C pPAHHUM KOJOIIEHHWEM Kak B TIIIEHHWIIE TaKk U B TPAHCTEHHOM
apadumorncuce (Olsson et al. 2004; Li et al. 2013). benku TaHOX1 coxepxart B cBOCH
cTpykType romeogomer (HD) u momenom neiinmHOBOM 3actexku (Zip). benkn TaHOX 1
n VRN-A1 xapakTepu3yrOTCSd HAJIMYHUEM ISATH JICUIIMHOBBIX OCHOBAHUM, BOBJICUCHHBIX
BO B3aumojeiicteue ("mpucteruBanue") Zip-gomena o6enka TaHOX1 ¢ C-tepmuHanbHOR
aMUHOKHCIIOTHOM  mocieaoBaTebHOCTRI0O  Oenka VRN-Al. B BBIpOBHEHHBIX
aMHHOKHUCIIOTHBIX TociienoBaTelbHOCTIX OelkoB VRN-A1l m TaHOXI1, ananwmH, B
no3unm 180 B 6enke VRN-A1, skcnpeccupyromemMcsi ¢ KOMMH OJHOMMEHHOTO T€Ha C
WHTaKTHBIM HK30HOM-7 (ramotun Ex7C), pacnonaraercs TpOTUB ajaHWHA B
nociaenoBarenpHocT Oenka TaHOX1. OpgHako 3amerieHue Ala'®->va|*® g Oelke,
KOTOPBIH 3Kctpeccupyetcs ¢ komuu VRN-AL, coxepxariieit MyTanTHBIN 3k30H-7 (EX7T),
0o0yClIaBIMBaeT BO3HUKHOBEHHME HECOOTBETCTBUS MEXKAY IOCIEI0BATEILHOCTAIMH U

MPHBOJIUT K CHIDKEeHHUIO criocooHoctu VRN-A1 B3aumonetictBoBath ¢ TaHOX1 (Li et al.

2013).

1.2.2. T'ennt VRN2

['en VRN2 BrniepBbie KapTUPOBaH B T€HOME JUILIOWIHOMN MIICHUIIBI B TUCTALHOM
y4acTKe JUIMHHOTO IIe4ya XpOMOCOMBI SA (Kak TpaHCIOKalusi M3 XpOMOCOMbI 4A)
(Dubcovsky et al. 1998). Ilozxke, MeTOJOM TMO3MIIMOHHOTO KIOHHPOBAHHS OBLIO
UACHTH(PUIIMPOBAHO TpU TeHa-KaHaumata mns jokyca VRN2 (kak B janbHeiimem
BBISICHUJIOCh, 3TO OJWH TaHAEMHBIA IYIUTMIIMPOBAHHBIA T'eH), KOTOPBIE KOIUPYIOT
tpanckpunimonueie (¢akropel ZCCT tuma (Zinc finger CCT) coamepxkamme ToMeH
«uuakoBoro manpna»y u  CCT wmotuB (Yan et al. 2004b) (Pucynox 1).
Tpauckpunuuonnsie ¢akropsl ZCCT B mmennne nono0usr CO u CO-like Oenkawm,
peryaupyronmmM Bpems nBeteHus B apadugoncuce (Putterill et al. 1995). Oanako nanHOe
noo0ue orpaHMYUBaETCs JHIIb HanuaueM B ux ctpykrype CCT momena. PeneccuBHbIe
ajuieny VINZ2, acCOIMHPOBAHHBIE CO CHIDKEHHEM YYBCTBUTEIBHOCTH K SPOBU3AIINY,

obycnoBneHsl mytanusmMu B mocienoBarenbHocTd ZCCT renos, komupyromieid CCT-
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JIOMEH WJIU HaJu4ueM Hynb-ajuienei mo 3tuM reram (Yan et al. 2004b; Distelfeld et al.
2009; Zhu et al. 2011). OxHako 10 cuX IMOp He OOHAPYKEHO HH OJHOTO IPEACTABUTENSN
MOJIMIUIOUHON  MINEHHUIIBI, KOTOPBIM OBl  coAepKal  HyJdb-ajuleld WIM  HE
byHKIHOHAIBHBIE BapuaHThl ogHOBpeMeHHO Bcex renoB ZCCT (Distelfeld et al. 2009;
Zhu et al. 2011; Ma et al. 2012).

I'eupt VRN2 B MOMUIUIOWOHOW TMIIEHHUIE JIOKAJIU30BAaHBI B JJIMHHOM ILIEYE
XPOMOCOMBI SA M Ha JUIMHHBIX IJIEYaX XPOMOCOM YETBEPTOU IOMEOJIOTHYECKON TPYIIIIBI
B B u D renomax (Diallo et al. 2010; Distelfeld et al. 2009; Zhu et al. 2011). Kaxmprii
T€HOM TOJUTUIOMTHOM MIIEHUIIBI COepXUT 1o Tpu Konuu reHa ZCCT, onHako ojnHa U3
stux komui (ZCCT3) pemymupoBaHa W He (QYHKOIHOHATBHA, a (YHKIHMOHATBHYIO
aKTUBHOCTH coxpaHsroT Juiib renbl ZCCT1 u ZCCT2 — "runote3a npyx renoB ZCCT"
(Distelfeld et al. 2009). Kpome Toro, yacto Habmromaercs aymiukaius reaa ZCCT-B2
(ZCCT-B2a u ZCCT-B2b xomum) (Distelfeld et al. 2009). BepostHo, B TeHOME
TeKCAIUTOUTHOW IIICHUIBI MPUCYTCTBYIOT He MeHee neBiatu BapuanTtoB ZCCT reHoB
(ZCCT-1X, ZCCT-2X n ZCCT-3X, rne X obo3Hauaetr A, B mmu D renom), mo Tpum
BapuaHTa B KaxxaoM rerome (Zhu et al. 2011). ITockonbky, B oTiinuue oT reHoB VRN u
VRN3, 03uMbIifi THUI pa3BUTHS TIICHUIBI OMPECISICTCS JOMHUHAHTHBIMH aJUICIIIMU
VRN2, To misa mepexona K SIpOBOMY THUIy pPa3BUTUS HEOOXOJUMO MPHUCYTCTBUE
petieccuBHOM roMo3uroThl 1mo Bcem reHam ZCCT. KoneuHo, Takas BEpOSTHOCTBH IS
MOJIMTIJIOUTHOW TMIIEHUIBI OY€Hb HU3Kas, TOTOMY MpUpPOJHOE pa3zHooOpasue mo VRN2
HaOII0aeTCs TONBKO B TUILUIOMIHOW MIICHHUIE W SUMEHE, TOT/Ia Kak sSpOBbIe 00pasIlbl
TeKCAIUIOWHOW TIIICHMIIBI, THUIl Pa3BUTHS KOTOPBIX OOYCJIOBIIEH pEleCCUBHOMN
rOMO3UTOTOH MO VIN2, 10 HACTOSIIETO MOMEHTA HE BBISIBIICHBI.

[MpomykTel akcnipeccuu reHoB VRN2 nmeroT saepryto nokanum3aruto (Li et al. 2011)
Y HAKaIUIMBAIOTCS BO BCEX TKAHSIX JIMCTA MOJIOJBIX HESIPOBU3MPOBAHHBIX pPACTEHUU
(Diallo et al. 2010), otkyna yepe3 (h03My HOMAAAIOT B KICTKU allMKAILHONW MEPUCTEMBI,
TJle HAKAIIMBAIOTCS HA TIPOTSHKCHUH BCEero BeretaronHoro nepuoja (Kane et al. 2007).
B 03uMBIX copTax IUIUTOMIHOM MIIEHUIBI U sSYMeHs (momuHaHTHbIe amenn VRN2)
skcripeccusi TeHoB ZCCT mporpeccMBHO CHMXKAeTCS B TEUEHHE BCETO IMepHuoja
SIPOBU3AIIMH, YeTro He HaOIroIaeTcsl y HesipoBU3UpoBaHHbIX pactenuid (Yan et al. 2004b;
Trevaskis et al. 2006). Uccnenoanus ¢ PHK untepdepennumeii rena ZCCT-B1 msirkoit

NIIEHUIIBI TIOKA3aJM, YTO CHIDKEHUE KOHIICHTPAIMH MPOaAyKTOB sKcnpeccuu rena ZCCT-
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Bl oOycioBimBaeT COKpalieHue Mepruojia 10 KOJIOIIEHHS, IPEAIoaras, 4To 3TOT T'eH
UrpaeT CYIIECTBEHHYIO POJib B PETYISALUH BpeMEHHM KoouieHus mnmenuisl (Yan et al.
2004b). Kpome Toro, HemaBHO ObLIO ycTaHOBIEHO, uTO TeH VRN-B2 oxaswiBaeT Oonee

CHJIBHOC BJIMSIHHUCM Ha HOTpC6HOCTI> IIICHUIBI B APpOBU3AIHNH, YCM TOMEOJIOTUYHBIM MYy

rer VRN-D2 (Kippes et al. 2016).

1.2.2.1 Ctpykrypa redoB ZCCT 4 NpoayKTOB UX IKCIPECCHH

[1epBerit ax30H renoB ZCCT xomupyeT AOMEH MUHKOBOTO-Tanbna, a Bropoit — CCT
noMeH. B pesynpTaTe aHanMza HYKJICOTUIHBIX IOCJIENOBAaTEIbHOCTEH ydacTka
npomortopa renoB ZCCT oOHapyKeHO HECKOJBKO IMC-aKTUBHBIX 3j1eMeHTOB (PrucyHox 1)
YUACTBYIOIIUX B PETYJSAIMM 4YyBCTBUTEIbHOCTH K 3acyxe (MBS — "CAACTG"),
nevictButo abcim3oBoit kucinotel (ABRE — "AGTACGTTTC"), terutoBomy 1moky (HSE —
"AAAAAAGTT"), numskoiri temmeparypsl (DRE — "GCTCCGA", "ATTCCGAC"),
ocserniennio (ACE — "TCCACGTAAA") u noBpexIeHUIM (TpaBMaTHYCCKAsh HHIYKITUS )
(Diallo et al. 2010). ¥YcraHoBiIcHO, YTO [aHHBIC AOMOTHYECKHE CTPECCOPHI, 3a
UCKITIOYEHUEM OCBEIICHHOCTH, CHIDKAIOT AaKTUBHOCTh TpaHCKpuniuu reHoB VRN2
(Diallo et al. 2010). ITpu ucroab30BaHUM TPAHCTECHHBIX JIMHUHA apaOHIONCUCa JTOKa3aHO
HEMOCPEJCTBEHHOE BIUSHHUE TMPOIYKTOB JKcmpeccun reHoB VRNZ Ha mnoBeleHue
mopo3soctoiikoctu (Diallo et al. 2010), uro Bo3MOXHO 00YCIOBICHO WX IMOJaBICHHEM
skcripeccun TeHOB  VRNI1, TpaHCKpUNIIMOHHAs aKTHBHOCTH KOTOPBIX OOpaTHO
KOPPEIUPYET C TOJICPAHTHOCTHIO K ACHCTBUIO HU3KUX TEMITEPATyp.

YCTaHOBIIEHO, YTO M3MEHECHHWE AMHUHOKHCIOTHOW TMOCIEIOBATCIHOCTH B IICCTH
koHcepBatuBHBIX mo3urusax CCT-momena Oenkop ZCCT1, ZCCT2, PPDl1 wu
CONSTANS (CO) accomuupoBanbl ¢ u3MeHeHHeM Bpemenu kosomenus (Yan et al.
2004b; Diallo et al. 2010; Distelfeld et al. 2009; Turner et al. 2005; Robson et al. 2001).
PykoBO/ICTBYSICH TeM, YTO OOHAPYKCHHBIC MYTAllMd B HEPYHKIIMOHAIBHBIX MPOIAYKTAX
skcripeccun reHoB ZCCT, nokanuzoBannbie uMeHHO B CCT-goMeHe, a Takke ONupasich
Ha HaJIM4YMUE HemocpeAcTBeHHOro B3auMmoeicTeus Mmexay CCT-gomenom 6enkoB ZCCT
u Oenkamu HAP (Heme Activator Protein), mnpenamonmaraercs, 49ro IMOJaBJICHHE
tpanckpunimuu VRN3 npoaykramu sxcnpeccun renoB VRN2, ananoruyHo Tomy, Kak 3T0

panee ObL10 mokazaHo mua CO u apyrux CCT-gomen copepxamux Oenko (Li et al.
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2011). TIlIpemmomaraercs, uyto CCT-gomen coaepxamme O€IKd, 3aMEMAONUe
cyorenuanny HAP2 B kommuiekce HAP2/3/5, taxoke criocobnsl cBsa3biBaThess ¢ CCAAT-
OOKCOM, B pe3yjbTaTe€ 4YEro BO3HUKAIOT aJlbTEPHATUBHBIC NYTH PETYJSLUU TEHOB,
coaepxamux CCAAT-6okc (Wenkel et al. 2006).

[TocnenoBatensHocTh CCT-nomMena 6enkoB ZCCT conepXuT B Tpex Mo3uuusx: 16,
35 m 39 KoHcepBaTHUBHbIE OCTaTKA apruHUHA. MyTanuu B O3THX MO3UIUAX
00YCJIOBIMBAIOT CHUXKEHUE MPOYHOCTH CBs3bIiBaHUs 0ekoB ZCCT npu 6enok-0enKoBbIX
B3aMMO/ICHCTBUAX, YTO COMPOBOXKIACTCS CHUKEHUEM UX (YHKIIMOHAIBHON aKTUBHOCTHU
(Yan et al. 2004b; Diallo et al. 2010; Distelfeld et al. 2009; Li et al. 2011). YcranosieHo,
YTO HamOoJiee CHJIBHOE BIUSHUE HA CHUIKEHHE MPOYHOCTH CBSI3U MPHU B3aUMOJCUCTBUU
mexny Oenkamun ZCCT wum HAP, kak um mnpu CCT-CCT B3auMOAEHCTBUAX
(B3aumoneiictBus mexy O0enkamu ZCCT u CO), oka3bpiBaeT MyTalys 10 apruHUHY B 16-
it mo3uruun CCT-gomena (Li et al. 2011).

Hcxons m3 Toro, 4uro Jokyc VRNZ2 B KaXIOM W3 TOMEOJOTHYHBIX TE€HOMOB
nieHuIbl coaepkut nmo Tpu reHa ZCCT, MOXHO MPEeanoNIOKUTh, YTO PELEeCCUBHBIN
aimenb VN2, o0ycIoBIMBAIONINI SIPOBOM THUI Pa3BUTHS, OMPENEISIETCS MPUCYTCTBHEM
PEIECCUBHOW TOMO3HWTOTHI 10 JneBsith BapuaHtaM TeHoB ZCCT B TekcaruiongHOM
MIICHUIE WM ILIECTH BapuaHTaM B TETparuionaHou. Kpome Toro, s TeTparionaHOu
MIIEHUIBI YacToi siBisercs aymmkanus reHa ZCCT-B2 (ZCCT-B2a u ZCCT-B2b
konuu). OJHAKO MCCIeOBaHUE MOJIEKYJISIPHOW CTPYKTYPBI 3TUX F€HOB U MPOJIYKTOB UX
sKcrpeccu mokazano, 4yro reH ZCCT-3 umeeT MHOroOYMCIEHHblE MYyTaluud U
pPEeAYIUPOBAHHBIN PK30H- 1, MOATOMY MPOAYKTHI €r0 HKCIPECCHH HE (PYHKITMOHATIBHBI U
orcyrctBytoT BoBce (Yan et al. 2004b; Diallo et al. 2010). Tlpu wusydeHun
aNbTEpHATUBHBIX aJJieldbHbIX BapuaHTOB reHoB ZCCT ObUIO yCTaHOBJIEHO, 4TO 00a reHa
(ZCCT1 u ZCCT2) npuHUMAIOT y4acTHE B PETYJISAIUN YyBCTBUTEIBHOCTH K SIPOBU3AIUH,
OJIHAKO JUTSI KaKJIOTO M3 T€HOMOB XapaKTEePHBI pa3Hble (PYyHKIIMOHATIbHBIE BapuaHTH. B
gactHocTH, CCT-nomen 6enkoB ZCCT-Al u ZCCT-Bl y TerpamiongHON NIIEHUIIBI
Buga T. durum coxepxut ¢ukcupoBanHyto myramuio R39C (Distelfeld et al. 2009),
KOTOpast TAKKe HIMPOKO paclpocTpaHeHHa, kak u myTarust R35W, B Oenkax ZCCT-Al B
rekcarmtongHoi mirenuie T. aestivum (Diallo et al. 2010; Ma et al. 2012). benox ZCCT-
A2 B TreKcaryioMJHOW, TETPAIUIONAHONW M AUIMIOMIHOM mueHuie conaepxkutr B CCT-

noMeHe ¢ukcupoBannyto myrtanmmio R16C (Yan et al. 2004b; Diallo et al. 2010;
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Distelfeld et al. 2009; Ma et al. 2012). Hanuuue >Tux MyTanuii 0OyCIOBIUBACT
CHIDKEHUE (PYHKIIMOHAILHOW aKTUBHOCTH cooTBeTcTBytommx ZCCT-6enkoB. benok
ZCCT-D2 B msrkoii miieHuIie Buia 1. aestivum wmMeeT (HUKCHPOBAHHYIO MYTAIHIO B
CCT-momene — R33Q (Ma et al. 2012), ommako BIHMSHHE 3TOH MyTallMd Ha
(GYHKIMOHAJIBHYIO AaKTUBHOCTH O€jika HE YyCcTaHOBIeHO. Takum oOpa3zoMm, oOiiee
konudecTBO TeHoB ZCCT, KOHTpONHMpYIOMUX MOTPEOHOCTh MIEHUIIBI B SIPOBHU3AIUU,

SHAYUTCIIBbHO COKPAIacTCA.

1.2.3. Anjeabnble BapuanThbl rena VRN3

Jlokyc VRN3 (panee u3Bectnsiii kak VRNS, VRN-B3 wnmn VRN-B4) xaptupoan B
KopoTkoM Iuiede xpomocoMbl 7B (Yan et al. 2006). VYcraHoBieHO, YTO TEHOM-
kaHguaatoM s Jokyca VRN3 sBnsercs RAF-kuHaszueiii wHTHOUTOp, OpTojior FT
(Flowering locus T) nokyca Apaoumoncuca — red TaFT1 (Yan et al. 2006). Jlokyc FT
SBIIICTCS TUIUYHBIM TPEICTaBUTEIEM (IOPOTECHOB, MPOMYKTHI 3KCIPECCHH KOTOPBIX,
IepeMeIasch OT JIMCThEB K anekcy, nHaynupyot 1serenue (Corbesier et al. 2007; Turck
et al. 2008; Li et al. 2008). B oTiuune OT M3yYEHHBIX B HACTOsIINEE BpeMs JOKycoB FT
JIPYTHX BUIOB PAaCTCHUM, NMIIICHUYHBbIC U ssaMeHHBbIe FT JOKYCHI comepikar He YeThIpe, a
TPH 3K30HA, 4TO OOYCIIOBJICHO CIIMSHUEM TPEThEro M 4eTBepToro 3k30HOB (Bonnin et al.
2008).

AnnenpHoe pasHooOpasue rena VRN3 BoisiBieHo Tonbko B B renome (Yan et al.
2006; Chen et al. 2013). B nacrosiiee BpeMs: HACHTUDHUIIUPOBAHO JBa JTOMHHAHTHBIX M
HE MEHee ABYX BapuaHTOB perieccuBHoro amiens VRN-B3. JlomuHanTHBIA ammens Vin-
B3a comepXUT MHCEPIUIO PETPOTPAHCIIO30HA UTMHOU ~ 5.3 kO B 005acTh mpoMoTOpa
(Pucynok 1), rae taxxe npucyrctBytor 6 OHIT u eme Tpu OHIT B unTpore-1 (Yan et al.
2006). B pesynpraTe 3THX MyTauuMi akTHBamus skcnpeccu Vrn-B3a mpoumcxomut BHE
3aBHCHMOCTH OT JICUCTBHUSI YCJIOBUH sipoBH3aruu. Kpome Toro, ycraHOBIeHa Mpsimast
Koppensus Mexay ypoBHeM skcrnpeccur VRN3 u Bpemenem komomenus (Yan et al.
2006). Ilpenmonaraercsi, 4TO HalW4yue MyTaluii B obimactu mpomortopa reHa TaFT,
00yCIIOBIMBAIONINX ajUleNbHble paznuuus 1o reHorurny VRN3, oTBeTcTBeHHBI 3a
HapYIICHUE B3aUMOJCHCTBUS MEX]y PEryJIsTOPHBIMH mocienoBarenbHocTsMu TaFT u

npoayktamu skcnpeccun reHa VRNZ, npuBogsiiee k norepe koHTposas reHamu ZCCT
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Hax perynsmmed skcnpeccun Jiokyca TaFT (Yan et al. 2006). Annens Vrn-B3c takxke
JOMMHAHTHBIN W OTJIMYaeTcs oT awiens VIN-B3a HanuuueM TOMOJIHUTENIBHON Jeenun
20 1.H., IpeAlIeCTBYIOIIEH HHCEPIUU PETPOTPAHCIIO30HA B 00IaCTH TPOMOTOPA, a TAK¥Ke
nenenuyd 4 TL.H. B MOCIEIOBATENIBHOCTH camoro MmoOmisHOro snementa (Chen et al.
2013). YpoBens akcnpeccun awiens Vrn-B3C HecyecTBEHHO HMKE DKCIIPECCHH aJUIeIs
Vrn-B3a, B cBs3M ¢ ueM, MpernoaraeTcs, YTo JOMOTHUTENbHBIC aenenuu (20 u 4 m.H.)
HE BIUSIOT (WM OKa3bIBAIOT HE3HAYUTEIHHOE BIMSHHUE) HA aKTUBHOCTh TPAHCKPHUIIITUU
JoMUHaAHTHOTO ayens Vrn-B3c mo cpaBHenuio ¢ amienem Vrn-B3a (Chen et al. 2013).
PenieccuBHbiii amtens VIN-B3b comepxur uuceprmio 890 m.H. B y4acTOK MPOMOTOpa,
KoTOpas Ha 429 I.H. MpeAIeCTBYET cauTy nnuimarmu tpanckpuniuu (Chen et al. 2013).
JlaHHBIN anenb acCOIMUPOBAH CO 3HAYUTEIBHBIM CHIKEHHUEM YPOBHS JKCIIPECCUU T10
cpaBHeHHIO ¢ mHTAakTHBIM reHoM VRN-B3 m Gosiee mo3mHuM KoJOMIEHHWEM MIIICHUIIBL.
Derakhshan u coaBtopsl (2013) B xoze I111P-ananu3a ¢ mapoii npaiimepoB FT-B-NOINS-
F u FT-B-NOINS-R, koropast ucnons3zyercst il JETCKIIUU PEIECCUBHOTO ajutess VIn-
B3, mabmromanmu aMIIMKOHBI HeTunuuHoro pasmepa B 1300 m 2000 m.H. BMecTO
MapkepHbIX ¢parmeHToB JiuHOW 1140 m.H. Mcxoas M3 3TOro oHM MPEATNOI0KIIHA, YTO
JMaHHbIe (pparMeHThl uaeHTHGUIHIPYOT HOBbIe autenn VRN-B3. O6a tuma ¢parmeHTOB
(1300 1 2000 11.H.) BBIABIECHBI KaK B SIPOBBIX, TAK U B O3UMBIX COPTAaX MSITKOH MIIEHULIBI,
B CBSI3M C 4YeM, MPEANOJIaraeTcs, YTo JIaHHbIC aJUIeNId HE MOJABISIOT YyBCTBUTEIHLHOCTh
MIIEHUIBI K sipoBu3auu. O1HaKO, BEPOSTHO, YTO aMITUKOHBI 2000 M.H. COOTBETCTBYIOT
paHee uACHTUGHUIIMPOBAHHOMY ajienio Vrn-B3b, B koTopom, mpu HCHIOIB30BAaHUH
JAHHOM Maphl MpaMepoB aMIUTHPUITUPYIOTCS (PparMeHThl TAaKOH K€ JITTUHHBI.

I'omonoru nokyca TaFT uccinegoBanbl Takxke B A 1 D reHoMax MSATKOM MIIIEHUITBI —
reasl VRN-A3 u VRN-D3, cooTBeTcTBEHHO. Y CTaHOBIJICHO, YTO BIIMSHHUE JOMHHAHTHOI'O
amnenst Vrn-D3 Ha TeMn pa3BUTHS MIIIEHUIIBI OT BBIXOA B TPYOKY /10 KOJIOIICHHS B IBOE
MeHble, yeM BkiIang reHa PPD-D1, omgnako, B oriamuue ot mocieanero, VRN-D3 ne
BJIMSICT HA MPOIECCHl pa3BUTHsA 0 Bbixona B Tpyoky (Chen et al. 2010). [Toka3zano, 4to
noJIuMop(u3M (OTJIMYHUS B KOJTMYECTBE MOBTOPCHHUH JUHYKICOTHIHOTO MHUKPOCATEILINTA
B VRN-A3 u nonmu-G motuBa B VRN-D3) B kKoaupyOmuX ¥ HEKOAMPYIOIIUX ydacTKax
reroB TaFT u3 A u D renomoB (Pucynok 1), acconuupoBaHbl ¢ H3MEHEHHEM BO BPEMEHHU
KOJIOLICHUsT 00pa3IioB, BBHIPOIICHHBIX O€3 MpeaBapUTenbHOM sipoBu3anuu (Bonnin et al.

2008). Bcero o6napyxkeno tpu mnomuMoppusma B reHax VRN-A3 u VRN-D3
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(merektupoBaHo B 239 coprax), KOTOpbIE acCOLMUPOBAaHbI C HW3MEHEHHEM TeMIla
passutus mmeHunsl (Bonnin et al. 2008). Oxnako, MpUYUHBL, KOTOPHIE 00YCIIOBIMBAIOT
HaOII0aeMble pa3ianduns, HE YCTAHOBJICHBI, TIOCKOJIbKY HE OBUTH MCCIEAOBAHBI YIaCTKU
IPOMOTOpa COOTBETCTBYIOMIMX T'eHOB. Kpome Toro, caMu aBTOpBI MOJYEPKHUBAIOT, YTO
TIOJTyYCHHBIE PE3YIbTaThl HUYETO HE JJOKAa3BIBAIOT, a 00HAPYKEHHBIH MOIUMOP(U3M XOTS
U aCCOLIMUPOBAH C U3MEHEHUEM TeMIIa Pa3BUTHS, OJIHAKO OH HE JAeT MPEJCTaBICHHUE O

npudrHax 3toro nu3MeHenus (Bonnin et al. 2008).

1.2.4. T'en VRN4

Jlokyc VRN4 (m3BectHwii Tarkke kak VRN-D4, VRN-D5) xaprupoBan B
IMPHUIICHTPOMEPHOM y4acTKe KOpPOTKoro mieda xpomocombl SD (Kato et al. 1993; Kato et
al. 2003). I'enetnyeckoe pasnooOpasue mo VRN4 nerexTrpoBaHo TOIBKO B D reHOME.
Jlokanuzamust VRN4 B mpHUIICHTPOMEPHOM ydYacTKe XPOMOCOMBI M, KaK CJEICTBHE,
HU3Kasg 4YacToTa pPEKOMOWHAIMHA JJONToe BpeMs SIBISIOCH OIHUM M3 OCHOBHBIX
OPEMSITCTBUM K TMO3UIIMOHHOMY KIOHUPOBAHUIO M HJEHTU(UKAIIMK TeHa-KaHIUaaTa.
OpnHako B pe3ysbTaTe MCIOJIb30BaHMS albTEPHATUBHOTO MOJXOAa OBLIO MOKA3aHO, YTO
JTAHHBIN JIOKYC SIBJISIETCS YaCThIO TYIUIMKAIMU MPOTSHKEHHOTO y4yacTka (okosio 290 k0)
JUIMHHOTO TUIeYa XpOMOCOMBI SA, Ha kotopom Jiokanmu3oBaH TeH VRN-AL (Kippes et al.
2015).

OO6pasnupl, MoHOreHHO-AoMHHAHTHBIE MO VRN-D4, BBIKOJIAIIMBAIOTCS HEMHOTO
IT03)Ke, YeM HOCHUTEIH CaMOI'0 CHJIBHOIO M3 JOMHHAHTHBIX aynienci Vrn-Ala. Onpnako,
HecmoTpss Ha TO, 4To TeH VRN-D4 xapakrepusyercsi BHICOKMM Oa3allbHBIM ypPOBHEM
TPAHCKPHUIIIIMKA, B €ro TMEPBUYHONW CTPYKTYpe HE BBISBICH HH OJWH W3 M3BECTHBIX
noJuMopu3MoB, HabI0AaeMbIX B JOMHHAHTHBIX aiensx reHoB VRN, bonee toro,
Tosibko Heckoabko OHII paznuuaror VRN-D4 u nHTakTHBIN, peneccuBHbIN amiens VIN-
Al. CrenoBarenbHO, HYXKHO TOJIaraTh, YTO CYIIECTBYIOT albTePHATHBHBIC MEXaHU3MBI,
o0ycIiaBIMBaroOIIMe U3MEHEHUs B peryisaunu 3kcnpeccun rea VRN-D4 u nonasnstomue
noTpeOHOCTh B SIPOBU3AIIMY IS AKTHBAIIMHA €T0 TpaHCKpUIIUU. CyIIecTBYeT HEeCKOIBKO
npeanoiaoxeHuit s oowbsicHenus nganHoro sieienus (Kippes et al. 2015): (1) addekr
nojioxkeHus (xpomocomHast Jiokanuzanus), (2) siausaune OHIT A367C B komupyroriei

NOCJIE0BATebHOCTH W (3) TOYCUHBbIE MYTAlMU B PETYISITOPHOM Y4YacTKe MEPBOTO
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uHTpoHa. OJIHAKO HU OJIHA W3 ATUX TUIOTE3 JO CUX IMOp HE MOJYyYHJia JOCTOBEPHOTO
MOJTBEPKICHUS, KaK B IPOYEM U OIIPOBEPIKEHHUSI.

B wmsrkoi mmenuiie Buma T. aestivum, momuHaHTHBIA amienb Vrn-D4 (mamnyue
nymMKanuy yaactka SAL->5DS) BerpeuaeTcs kpaiine peaKo, XOTs ¢ BHICOKO# 4acTOTOM
HaOmroaercst B coprax u3 KOxuoit Asun, Maanu u morpannvneix perroHos (Iwaki et al.
2000; Iwaki et al. 2001; Kippes et al. 2015). Uarpoaykuus rena VRN-D4 B 3amanamsie
copta T. aestivum cocrosiach B KoHie 1960-x romoB u3 aBcTpanmiickoro copra Gabo
(Pugsley 1972), koTopslii, B CBOIO OdYepeib, MOJYYHI €ro OT HHAMMCKOrO copra
Muzaffarnagar (O’Brien et al. 2001). Tem ne menee, VRN-D4 sBusieTcss ayTeHTHYHBIM
i Buaa T. shaerococcum, rae Obl1 OOHAPYXKEH BIIEPBBIC W HAOIIOAAETCS MPAKTUUYCCKU
BO Bcex spoBbix oOpasmax (Stelmakh et al. 1996; Goncharov et al. 1999; Goncharov
2003; Kippes et al. 2015).

1.2.5. DnucraTnyeckoe B3aumoeiicreue me:xxkay resamu VRN

B pesynbrare ananmza skcripeccuu TeHOB VRN2 Obu10 00HApPYKEHO, YTO CHUYKEHUE
AKTUBHOCTH UX TPAHCKPHUIIIUU ACCOIMUPOBAHO C YBEIMYECHUEM COJIEPKaHUSI TTPOTYKTOB
skcnpeccun reHoB VRNL (Yan et al. 2004b; Loukoianov et al. 2005; Dubcovsky et al.
2006). UccnenoBanune rena VRN3 mokasano, 4To xapakTep €ro 3KCIpPEeCcCHu Mo100eH
xapakrtepy skcnpeccun VRN1 u, B TO e Bpems, NPOTHBOINOJIOXKEH XapakTepy
skcpeccurn VRN2 (Yan et al. 2006). Ot maHHBIC TOATBEPIKAATU PAaHEES BBIIBHHYTOC
npeanonoxenue o Tom, uro reHbl VRN1, VRN2 u VRN3 sBnsitoTCS S71€eMEeHTaMu OJTHOM
PEryiIsITOPHOM CUCTEMBI U BOBJIEUEHBI B SMUCTATUUYECKOE B3aUMOJCHCTBUE MEXAY COOOM

(Tranquilli et al. 2000) (PucyHok 2).
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Pucynok 2. OO6oOmieHHass MOJENb SIUCTATUYECKOTO B3aUMOJCUCTBHUS MEXITY
reHamMu VRN u CTpyKTypa peryisiTOpHON NETJIM € MOJOKUTEIbHOU 0OpaTHOW CBA3BIO,
oOecrnieunBaronasi (PyHKIMOHUPOBAHWE MEXAaHU3Ma PEryislU{ Pa3BUTHUS MIICHUIBI,
notpeOHOCTh B spoBu3aiiuu u cpoku kojomeHus (Muterko et al. 2015a). Ycnosus
COKpaIEHHOro (oTtomnepuosa M ACHCTBHE HUZKUX TEMIIEpaTyp BO BpEMs SPOBH3ALUU
TIOJIABJISIFOT aKTUBHOCTH TpaHckpumimu Jokyca VRN2 (ZCCT), npoaykTel 3KCIpeccuu
KOTOPOTO BCTYMNAKOT B KOHKypeHTHoe B3aumozenctBue ¢ apyrumu  CCT-momen-
conepxxkamumu 6enkamu (B yactHoctd PRR (PPD) u CO) 3a cBsseiBanue ¢ HAP
komiuiekcom (HAP3/2/5), rne onn 3amemaror cyobenununy HAP2. OGpa3zoBaBuimiics
koMmiiekc HAP3-HAPS-ZCCT, cBs3bIBasich C PEryiasiTOPHON MOCIEI0BATEILHOCTHIO B
npomorope VRN3 (FT), momasisieT ero skcmpeccuto, Toraa kak komruieke HAP 6enkoB ¢
PRR wmu CO Haobopor - aktuBupyert. [IpomykTel skcmnpeccunm reHa VRN3 npu
B3auMozencTBun ¢ Oenmkom FLD2, 00pa3yloT KOMIUIEKC, CTUMYJIHPYIOIINAN
TPAHCKPUIIIMOHHYIO akTUBHOCTh TeHa VRNI, koTopelif mpsiMO HJIM ONOCpPEIOBaHHO,
nojasisier skcnpeccuto VRN2. Takum o0Opa3oM, BO3HHMKAeT pPETyJISATOpHAs METIS C
MOJIOKUTEbHON  oOpaTHOM  cBsizpto. ['en  VRN4  gBisercs 9acThlo  METIH

chopmupoBanHori VRN1/ VRN2/ VRN3, rie oH BbICTyNaeT B KaueCTBE JOMHUHAHTHOTO
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ainenst redHa VRN-AL, koTopslii 3ammyckaeT MEXaHU3M Iepexojia K TeHEPaTUBHOM CTauu

pasButHs 0e3 NpeaABapUTEIHLHON SPOBU3ALINU.

CHIWKeHHEe aKTHBHOCTH TpaHckpuniuu reHoB VRNZ2, HaGmiomaemoe mocie
akTUBalMu dKcrpeccun gomuHaHTHhIX — amtened VRN  wu  mpeamectByrolee
TPAHCKPUIIIIMM PEIECCUBHBIX ajuieneil VInl, He XapakTepHO [UIsi KOHTPOJIBHBIX
M30T€HHBIX JIMHHUM, peleccuBHbIX N0 BceM romeosiornydbiM reHamM VRN1. B cBssu ¢
ATHUM, MPEANoaraeTcs, YTo nNpoAaykTsl skcrpeccu renoB VRN1 npunuMmaiot ydactue B
nogasinennn tpanckpumiuu VRN2 (Loukoianov et al. 2005; Li et al. 2008; Chen et al.
2012). JomwuanTHBIe amiend VINZ2 OMOCPEACTBOBAHO TIOJABIISIOT  AKCIPECCHIO
perieccuBHbIX amteseit vrnl (Yan et al. 2004b; Trevaskis et al. 2007; Dubcovsky et al.
2008), koTopbie HEMOCPEACTBEHHO BOBJICYCHBI B IMPOLIECC WHHUIMAIMK LBEeTeHUs. Tak
CHW)KCHHE AaKTUBHOCTH TpaHckpumnimud VRNZ2 vy TpaHCreHHBIX pacTeHHd O3UMOU
MIIeHuIbl, o0ycioBieHHoe uckyccTBeHHoM PHK-unTepdepeniueit, compoBoxkmaaeTcs
aktuBanuen reHoB VRNI1 u cokparieHrem nepuoja sspoBU3aIUMU BIUIOTH J0 €ro MOJHOM
mukBuganmu  (Yan et al. 2004b). Takum oOpa3om, couertaHue XOTsS OBl OJHOIO
JOMHHAHTHOTO ayuiessi VN2 ¢ perecCUBHOW TOMO3HTOTON 10 VIN1 ompenenser o3uMbIi
TCHOTHII, KOTOphIA HYyxkaaercs B sposm3armu (Tranquilli et al. 2000; Yan et al. 2003;
Yan et al. 2004b). B xone sipoBu3aiuu, TPAaHCKPHUIILMS TOMUHAHTHBIX ajuteneid VRN2
HETaTUBHO PETYJIUpPYETCs JEHCTBUEM HU3KOM TeMIepaTypbl U  COKpAIICHHBIM
doronepuomom (Yan et al. 2004b; Dubcovsky et al. 2006), uTo 0OBSCHSET MOJABIICHHE
skcripeccur VRN2 Bo Bpemsi sipoBH3aIlMiil BHE 3aBHCHUMOCTH OT HAJIM4YUS TMPOTYKTOB
skcnipeccu VRN1 y MyTaHTHBIX JTMHUN C J€JIE€TUPOBAHBIMU FOMEOJIOTMYECKUMHU T€HAMU
VRN1 (Chen et al. 2012).

VY SpoBBIX JUHUH, PEIECCUBHBIX MO VIN2, annenbHble pa3nuuus no reHam VRN1 u
VRN3 ne mimustor Ha Ttun pasutus (Tranquilli et al. 2000; Dubcovsky et al. 2005).
[Tockonbky nomunHanTHblie amienu TeHoB VRN1 um VRN3 cHmkaoT, wim BooOIie
YCTPaHSIOT BIHMSHUE albTepHAaTUBHBIX amenedt VRNZ2 Ha Bpems KoJOIIeHUS,
IPEIoIaraeTcs, YTO HATMYUe MyTaliid B peryimsTtopHbix yaactkax reHoB VRN u VRN3
SIBIIIETCS JOCTATOUYHBIM OCHOBAHUEM JIJIsl MCKIIFOYCHHS BIIUSHUS MTPOIYKTOB SKCIPECCUN
VRN2 B onocpencrBoBanHo# penpeccuu 1ieetenus (Yan et al. 2004b; Yan et al. 2006). B

TON CBSI3U npeanojaracTtcsda, 4YTO pa3jiniuss BO BJIHUAHUHA MYTaHI/Iﬁ B PA3HBIX
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perymstopabix ydactkax TeHoB VRN1 m VRN3 Ha 4yBCTBUTENBHOCTH K SIPOBU3AIINH,
aCCOIMMPOBAHO C HaauureM (yHKIIMOHAIBHBIX poaykToB skcipeccur VRN2 (Yan et al.
2006; Yan et al. 2004a; Fu et al. 2005). HccienoBanue casura 3IeKTPOPOPETUICCKOM
noaBmwkHOCTH JIHK-0enKOBbIX KOMIIEKCOB, a TaKKe SKCIEPUMEHTBI, CBS3aHHbBIE C
UMMYHO-OCKJICHHEM XpOMAaTHHA, YCTAaHOBWIHM, 4To Mexnay Oenkamu VRNZ2 u
perynstopusiMu  yuyactkamu  reHoB VRNl  orcyTcTByer — HemocpeACTBEHHOE
B3aumozeiicteue (Dubcovsky et al. 2008). Myrarwu B 06:1acTi mpoMoTopa (B 4aCTHOCTH
nenerus 20 m.H. Beime CArG-6okca) B nomuHaHTHBIX aiiensXx VRNL Toapko yacTHIHO
CHW)XKAIOT, HO HE YCTPAHSAIOT BIUSHUE MPOAYKTOB 3kcmpeccuu Jiokyca VRNZ Ha Bpems
xonomenus (Tranquilli et al. 2000). B cBsi3u ¢ 3TUM mpeamnonaraeTcsi, YT0 MyTalld B
NepBOM MHTpOHE AoMUHAHTHBIX awienet VRN1 oka3biBatoT Oojiee CHIIbHOE BIHMSHHUE Ha
yCTpaHEeHUe ACHCTBUS TPOAYKTOB dkcrpeccun VRNZ2 Ha Bpems KOJIOHICHHUS, YeM
MYyTalliH, JJOKaJIn30BaHHbIE B 00aacTu mpomotopa reHoB VRNL (Dubcovsky et al. 2008).

[Mpensiaymme UCCIICIOBAHUS HE OOHAP Y KUJIH HETIOCPEICTBEHHOTO
B3aumozeiictBus Mexay Oenkom VRN3 um mpomoropom renoB VRNL. Opnako
YCTaHOBJIEHO, YTO TPOIyKThl 3kcmpeccun VRN3I B3zammoneiicTByoT ¢ bZIP-gomeHOM,
KoTopsiid conepxurcs B Oenkax FDL2 u FDL6 (Li et al. 2008). I1pu 3ToM TONBKO Geltok
FDL2 cnocobGeH CBSI3pIBATBECA C PETYISATOPHBIMU TocheaoBarensHocTsiMu  (bZIP-
CBSI3BIBAIOIIMMHU CAlTaMU), JIOKAIN30BAaHHBIMH Ha ydacTke npomoTopa renoB VRN1 (Li
et al. 2008). AkKTHBHOCTH TpaHCKpUIIIMOHHOTO (QakTopa FDL2 He 3aBuCHT OT
amenbHoro cocrossHug reHa VRN3. [lponyktel skcnpeccun nokyca FDL2 B
3HAYUTEIHHOM KOJIMYECTBE HAONIOMAIOTCS B alleKce U B JINCThAX, KaK HA BETETAaTHUBHOM,
TaKk W Ha PENpPONYKTUBHOM cTaauu pasButus. Takum oOpazom, Oenku FDL2
NPUCYTCTBYIOT B HY)XHOW TKaHM W Ha HYKHOH CTagudl pa3BHUTHS, IOITOMY HE
JTUMUTHPYIOT UHAYKIHIO dKkcnpeccun reHoB VRNL. CrnenoBarenbHo, y4uThIBas O€IOK-
6enkoBwie B3anmoelicTBus Mexx1y FDL2 u VRN3, a Takke B3aumoielicTBue KOMILIEKca
FDL2-VRN3 ¢ mpomoropom VRN1 moka3aHo, dYro U3MEHEHHE AaKTHBHOCTH
tpanckpunimu reHa VRN3 compoBoxkmaeTcss mapaieNbHBIM H3MEHECHHEM aKTHBHOCTH
tpanckpunimu reHa VRN1 (Li et al. 2008). Kpome nokyca TaFT (VRN3) B renome
NIIEHUIIB IPUCYTCTBYET TaKK€ aHAJIOTMUHBIN eMy (78 % romosoruu) napanor — JOKYC
TaFT2 (Yan et al. 2006). Onnako B oTiauuue ot 6enkoB TaFT1, mpoayKTel 3KCIpeccuu

nokyca TaFT2 BzaumoperictByroT ¢ Oenkom FDL13, kotopsiif, B oTiimune ot FDL2 u
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FDLG6, mpunamiexxut Kk apyroi ¢unoreHernyeckor kinage FD-mogoOHBIX O€TKOB, U HE
crocoOeH B3auMoJeiicTBOBaTh ¢ bZIP-cBsi3piBatonMuMu caiiTaMu, JIOKaJTM30BaHHBIMHU Ha
yaactke npomotopa VRN1 (Li et al. 2008).

Jns rera VRN3 oTMeuaeTcss posib WMHTErpaTropa MOJIEKYJISPHO T€HETUYECKUX
MEXaHU3MOB, KOHTPOJIUPYIONTUX YYBCTBUTEILHOCTH K sipoBU3anuu u ¢otoneproay (Yan
et al. 2006; Trevaskis et al. 2007). YcraHOBIEHO, YTO MPOAYKTHI DKCIPECCHH JIOKyCa
VRN2 mpunumaior ydyactue B peryisimuu skcnpeccuun reHa VRN3. Ha craamm nstu
JTUCTOB ypoBeHb TpaHckpumimu reHa VRN-B3 B 170 pa3 Bblie y 00pa3iioB, KOTOpHIS
cojaepkar pereccuBHbie (He (QYHKIMOHANBHBIC) auiend VINZ, deM Yy o0paslioB,
nomuHAHTHBEIX 10 VRN2, 49Tto moaTBepkmaeT HETAaTUBHOE PETYIATOPHOE BIIMSHUC
npoayktoB 3kcrpeccun Jiokyca VRN2 na VRN3 (Yan et al. 2006). YcranosieHo, 4To
Takoe B3aMMOJCHCTBHE BO3MOXHO Onaromapsi Hanmuuuto CCT-momeHa B CTPYKTYpe
oenxoB VRN2 (ZCCT). Ilokazano, uyro CCT-goMeH-copepkamue y4acTKH OEIKOB
VRN2 1 CO KOHKYpEHTHO B3aHUMOJICUCTBYIOT MEKIY COOOM MPH CBSI3BIBAaHUH C OeTKaMu
cemeiictBa HAP (NF-Y) (Pucynok 2), mpu 3tom myramuu B CCT-goMeHe periecCUBHBIX
alened VINZ2 CHWXAIT CHIYy B3auMoOJACHCTBUA ¢ Oenkamum HAP wu momaBisiroT
cnocoonocth VRN2 konkypuposats ¢ 6enkamu CO, onHako He yctpanstor ee (Li et al.
2011). Kpome B3aumonevictBus ¢ Oenkamu HAP, Genku, conepxkamue CCT-momen, B
yactHOocTH ZCCT u CO, Takxke cnocoOHbI k camonumepusaiuu (Hanpumep, CO-CO) u
B3auMoiericTBUIO Mex Iy coooii (Li et al. 2011). ITokazaHo, yTo Hammuue umenHo CCT-
JIOMCHA SBJISICTCS HEOOXOJWMBIM YCIIOBHEM JIJIi TAKOT'O0 B3aWMOJCHCTBHUS. Bmpouem,
oenok PPD-D1 (PRR-2D) e B3aumonueticteyet Hu ¢ ZCCT, vu ¢ CO, 4T0 OATBEpIkKAaET
cenupuanoctp CCT—CCT B3aummopeiictBuii. CmocooHocth OenkoB ZCCT
kKoHkypeHuun ¢ Oenkamu CO mnpu cBsa3piBanuun w3 HAP ana  mociepyrormiero
B3aMMOJICHCTBUSL C TpoMOTOpoM Jiokyca FT, oOBscCHsSeT mnonaBleHuE WHIYKIIUU
[[BETCHUS y HEAPOBU3UPOBAHHBIX O3WMBIX PACTCHHH TPH YCJIOBHUU MPOJAOKHTEIBHOTO
¢doromepuona (Li et al. 2011), kotoperii aktuBupyet 6enku CO (Valverde et al. 2004),
no3utuBHO peryaupyroomme sokyc FT (Putterill et al. 1995). Ilpennonaraercs, 4to
cnocooHoctr CCT-momena B3aumozeiictBoBath ¢ HAP xkomiuiekcom oOecrieuuBaeT
THOKOCTh CHCTEMBI aJIalTalllH, KOHTPOJIUPYIOUIEH MPOXOXKACHWE TOW WM MHOW (a3bl
WHIVBUAYAJIbHOTO pAa3BUTUS W, B YaCTHOCTH, ONPEIACISACT BPEMS KOJIONICHHUS B

3aBHCHMOCTH OT YCJIOBHMI OKpY’Karolled cpefpl, NOCKOIbKY 3kcnpeccuss MHorux CCT-
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nomeH-copepxkammx u HAP-momoOHBIX OENKOB CBs3aHa C YYBCTBUTEIBHOCTHIO K
JEWCTBHIO BHEIIHUX A0MOTHYECKHUX CTpeccopoB. Tak, COTJacHO BBIIMICH3I0KCHHOMY
yTBEpKACHUIO, B3auMojencTBre Mexay pasubiMu CCT-gomeH-conepxaniumu u HAP-
MO00HBIMHU O€JTKaMH MPUBOJIUT K 00pPa30BaHHUIO OOJIBIIOT0 KOJUYECTBA pa3HOOOPa3HBIX
KOMIUICKCOB, KOTOPBIE PAa3IMYalOTCsS MPOYHOCTHIO WM CIECIH(PUIHOCTHIO CBS3BIBAHMS,
4TO, B CBOIO OYepe/lb, MOXKET MOBIUATh Ha aKTHBHOCTH TpaHCKpuminu jJokyca VRN3, a,
clieoBaTeNbHO, M Ha kcnpeccuto renoB VRN, u Ha Bpems konomienus (Distelfeld et al.
2009).

[Ipeapinymye WCClIeOBaHWS YCTAaHOBWJIM, 4YTO JAOMHMHAHTHBIM amimens Vrn-D4
ACCOIIMUPOBAH C PE3KMM BO3pacCTaHHEM aKTUBHOCTH dKcripeccuu 1okycoB VRN1 n VRN3
(VRN-B3) 1 B TO ke Bpems C mojaBicHHEM TpaHCKpunuuu jJokyca VRN2 B muCTBAX
(Yoshida et al. 2010). Ilpu B3auMoaeHCTBUN ¢ JOMUHAHTHBIME ajuienssmMu reHoB VRN u
VRN-B3 crenens momunantHoctu amieiss Vrn-D4 cocrasiasger ot 30.7% mo 53.7%, uto
ropa3io MeEHbIIe, YeM CTENeHb AOMHUHAHTHOCTH ajuienet reHoB VRN, kotopas
cocTaBisieT oT 55.6 % no 96%, ¢ HaMOOIBIITUM TIOKa3aTelleM y JOMHHAHTHOTO ajuieys
Vrn-Ala, BcieAcTBHE 4Yero HaaW4ue TOJBKO OxHOro amwienst Vrn-4/a TOIHOCTBIO
ycrpanser norpeOHocts B spoBusanuu (Kippes et al. 2014). CnemoBatenbHO, HpH
HAJTUYHMHM JTOMUHAHTHBIX ajjeiiei renoB VRN1, nomunanTueii amiens Vin-D4 oka3eiBaeT
HE3HAYUTEIIPHOE BIIMSHUE HA COKpAICHUE MEPHOJa IO KOJIOMICHHSI, TIOCKOJIbKY B 3TOM
ciydae ero (QyHKOMS B JHUCThIX sBisiercs u30Obitounoit (Kippes et al. 2014).
AHaJIOTUYHO, KOT/1a MPUCYTCTBYET JOMUHAHTHBIN amtens VIN-B3a, Beicokas akTUBHOCTh
skcripeccun Jokyca TaFT1l momaBnser Tpanckpunmuio reHoB VRN2, mocpenctBom

ctumyssaiuu dkenpeccud VRNL, He 3aBucUMO OT IEUCTBUS TPOAYKTOB AKCIIPECCUU T'eHA

VRN-D4 (Kippes et al. 2014).

1.2.6. Peryasiuus npouecca sipoBH3AIUH MIIEHUII

Oo6o6mennas monenb (Distelfeld et al. 2009; Trevaskis et al. 2007; Chen et al.
2012; Kippes et al. 2014), orobpakaroiiass yCTaHOBJIEHHBIE K HACTOSIIEMY BPEMEHH
peryJIaTOpHbIE MEXaHU3Mbl YYBCTBUTEIBLHOCTH MIICHUIIBI K SPOBU3AIMU TIPEAINOJaraeT,
yro Jokyc VRNZ2, mpoayKTbl B3KCIpeccHd KOTOPOTO HETaTHMBHO PETYIHUPYIOT

tpanckpunuuio reHoB VRN1 u VRN3, mopamnsercss ycioBUSMH sSpOBU3aLUU (HU3Kas
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Temriepatrypa u cokpaimeHsbiii goroneproxn) (Yan et al. 2004b; Dubcovsky et al. 2006;
Trevaskis et al. 2006). BnusHue IIMTEILHOCTH CBETOBOIO JHS Ha aKTHBHOCTH
tpanckpunuu reHoB VRNZ2 amanmormuno ee BiusHHIO Ha Jokyc VRN3, xortopsrii
nosutuBHO perymupyeT reusl VRNL1 (Yan et al. 2006; Dubcovsky et al. 2006). V
SPOBU3MPOBAHHBIX ~ PACTEHUH, BBHIPAIICHHBIX HAa COKPAIIEHHOM  (OTOMEPHOIE,
aKTUBHOCTh TpaHckpumnuuu TeHoB VRN1 3nauutensHo Ooree BbICOKas, 4YeM Yy
HESPOBU3UPOBAHHBIX, I KOTOPBIX ypoBeHb TpaHckpuniuu VRN1 Bce ke Bblie, ueM
eciii Obl ATH pacTeHusi ObUIM Obl BBIpAICHbl HA MPOAODKUTEIHLHOM (oTomepuose
(MOCKOMBKY TOCIIETHUN aKTHUBUPYET, a COKpAIlCHHbIH, HAMpOTUB, TMOJABISIET
skcnpeccuio jJokyca VRN2, koropsrii HeratuBHo peryaupyer VRN3) (Dubcovsky et al.
2006). B aT1oii cBsa3u mpenmoiaraercs, uto Jokyc VRN1 akTuBHpyeTcs yCIOBHUSAMH
spoBu3anuu HezaBucumo ot reHoB VRN2 u VRN3 (Dubcovsky et al. 2006; Trevaskis et
al. 2007).

CrnemoBatenbHO, TIOCTIE TMPOPACTAHHUS PAaHHEH OCEHBIO, KOTJa MPOJOJDKUTEIFHOCTD
CBETOBOTO JIHA BCE €IIE JOCTATOYHO JUIMHHAS, TPAHCKPHUIIIMOHHAS aKTHMBHOCTb TI'eHa
VRN3 monaBieHa BBICOKOW KOHIIGHTpAllMEeW MPOIYKTOB 3Kcmpeccuu Jokyca VRNZ,
BCiieacTBUe yero cHikeHa skcrpeccus VRNL (Yan et al. 2004b; Yan et al. 2006).
Onnako penpeccusi reHoB VRN sBisieTcst HENMOIHOM U MPOAYKThI UX SKCIPECCUH, XOTS U
B HE3HAYUTEIHLHOM KOJIMYECTBE, HO BCE XK€ MPHCYTCTBYIOT. BropmuHbiii 3PdekT oT
HaKoIUIeHUs TpoaykToB skcnpeccun VRNI1 mposiBisieTcss B MOAABICHUU SKCIPECCUU
nokyca VRNZ2, BcneactBue yero aktuBupyercs reH VRN3, KoTopblif, B CBOIO ouepeb,
aktuBupyeT reH VRNL - perynsius ¢ mojaoxuTensHoi o0paTHO# cBs3bio (Loukoianov et
al. 2005; Trevaskis et al. 2006; Dubcovsky et al. 2006; Kane et al. 2007) (Pucynoxk 2).
H3MeHeHre B aKTUBHOCTH TPAHCKPHUIIIUU JTIOOOTO W3 TEHOB PETYISATOPHON METIN
MPUBOAUT K M3MEHEHHUIO B JKCIIpeccuu AByX Jnpyrux reHoB. Ponbs rena VRN-D4 B
(YHKIMOHUPOBAHUH PETYISATOPHON TETIW, B Cily4dae €ro HaJlWu4Ws, aHaJOrHYHa
npucyrcTBuio fomuHaHTHOro amiens reHa VRN-AL. Tak, y pacteHuii ¢ 03UMBIM TUIIOM
pa3BUTHUS, KOTOpbIE HE TMPOIUIA SIPOBU3AIMIO, PETYJATOpHAS TMETNIS HE AaKTHUBHA.
Okcrnpeccus rena VRN-D4 mpuBogut k ee akTuBanuu M OOYCIIaBIMBAeT OTCYTCTBHE
noTpeOHOCTH B SIPOBU3ALINY.

[lpu BBIpamMBaHWW TMIIEHUIBI Ha COKpANICHHOM (oTomeproae Bce TpU JIOKyca

XapaKTepu3ylTCcs HHU3KMM YpPOBHEM OKCIPECCHM, OJHAKO NpU IEpexoje Ha
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npoaoIDKUTENnbHBINA GoTonepuos skcnpeccuss reHoB VRNL u VRN3 pesko moBsimaercs
(Yan et al. 2006; Dubcovsky et al. 2006). Hamuune OenxoB VRNL coBmecTHO ¢
NEHCTBUEM HHU3KOHM TeMITepaTyphl M COKPAIICHHOTO (OTOMEPHOa BO BPEMsI IPOBU3AIINN
CO3/1al0T HeOOXOUMBIE YCIIOBHS I mojaaBicHus Tpanckpumnmnuu reHoB VRN2 (Yan et
al. 2004b). Kpome Toro, monroBpeMeHHas OSKCIO3WIHMS HU3KOH TeMIepaTypoi
UHAYLUMpPYET pe3Koe Bo3pacTaHue akTUBHOCTU 3kcmpeccun reHoB VRN1 y pactenwit,
koTopbie mpouutn spoBu3zanuio (Alonso-Peral et al. 2011). Ilocne sipoBu3aruw,
BCJICJICTBHE CHIDKEHUS KOHIEHTpAallMM MPOIYyKTOB dkcmpeccun reHoB  VRNZ,
YCUJIMBACTCS TPAHCKPHUMIIMOHHAs akTUBHOCTh VRN3, 4TO0 00yCIIOBIEHO €ro aKTHBalUCH
MPOIYKTAaMH OSKCIPECCHH TEHOB, BOBJIICUCHHBIX B KOHTPOJIb YYBCTBUTEIBHOCTH K
doronepuiony, PPD u CO (Putterill et al. 1995; Beales et al. 2007). IlpomykTb
skcpeccun TeHa VRN3 w3 IHCThEB TPaHCHOPTHPYIOTCS B AalMUKaIbHYIO MEpPUCTEMY
(Corbesier et al. 2007) rae uwnaaynupyrooT TpaHnckpumimio reHoB VRNL, a rtakke ux
napainoroB FUL2 u FUL3, mHHIMUpPYS, TeM caMbIM, Tepexoi K TeHepaTWBHOH (aze
passutus (Yan et al. 2006; Chen et al. 2012). HecMoTpst Ha TO, YTO MPOIOJDKUATETBHBIN
doTonepuoa monoxuTeapHo perymupyer VRNZ2, mHAyIHpOBaHHBIC SpOBHU3AIMEH TE€HBI
VRN1 nonaBisroT sKcmpeccuio 3Toro jokyca. [Ipeamonaraercsi, 4To SKCIpeccHsi TeHOB
VRN1 B nuCThSX BayKHA JUIsl MOJJCPKAHUS T0OJABJICHHOTO cocTosiHUs JIokyca VRN2 B
03UMBIX pacteHusx mocie spoBuszauu (Chen et al. 2012). Takum o00pa3om,
SPOBU3UPOBAHHBIE  PACTCHHs] B  YCIOBUSAX  NPOAODKHTENHHOTO  (oTOIepuoa
XapaKTEepU3YyIOTCsl HU3KUM ypoBHeM skcmpeccur Jokyca VRNZ u BBICOKMM ypOBHEM
skcripeccun TeHOB VRN1 u VRN3, 4to compoBokmaercs mepexojoM K TeHepaTUBHOM
CTaJMM pPa3BUTHA. B TIPOTUBOMOJOKHOCTH 3TOMY, HE SIPOBU3HPOBAHHBIE O3MMBIE
pacTeHus, OTJIMYAlOTCSd BBICOKOM aKTHMBHOCTBIO 3Kcmpeccun Jokyca VRNZ2 ¢
OJIHOBPEMEHHO HU3KHUM ypoBHeM 3kcrnpeccur reHoB VRNL u VRN3, uto oOycnoBiuBaer
10JIaBJICHUE I[BETCHUS TIPH OTCYTCTBUH SPOBU3AIINH.

Takum 00pa3om, MOTPEOHOCTH MINEHUIBI B SIPOBU3AIMH MOKHO PacCMaTpHUBATh,
KaK aJalTHBHBIH MEXaHW3M, KOTOPBIM OOecleunBaeT 3aJIepKKy Iepexoia K
PENPOAYKTHBHOW CTaJMM PA3BUTHS B 3UMHHUN TMEpPUOJ, 3allHINas, TEM CaMbIM,
YYBCTBUTEIHHYIO AMUKAIBHYI0 MEPUCTEMY OT JCHCTBHS HEOIAroNnpHUsTHBIX YCIOBUH.
OmHMM W3 KITFOYEBBIX 3JEMEHTOB 3TOr0 MexaHm3ma sBisercs jJokyc VRN2. Ycnous

SpOBM3AllMM  HAmpaBieHbl Ha TnonaBieHue Hkcnpeccun VRN2Z,  aBnstomieecs
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HEOOXOJAMMBIM JIJIsl TIOCJIEAYIOIIETO Mepexo/ia K PEenpOAyKTUBHOW CTaIUH PA3BUTUS U
aktuBaruio TeHOB VRNI1, kotopeie, kpome uWHAYKIMU (daopadbHOr0 MOpQOreHesa,
UCTIOJTHSIOT POJb TOCTOSHHOTO pemnpeccopa jokyca VRNZ2 mocnme mnpoxoxaeHus
SPOBU3ALIMHU U 10 KOHIIA BEr€TallUU.

Wuunmanuss BpeMEHU KOJIOMICHUsS IIIEHUIBI OINPEAENIeTCS TOHKUM OajaHCOM
MEXAYy TMOJABISIONMMU M aKTHUBUPYIOIIMMU CHJIAMH, KOTOpbI€ BIHUSIOT Ha
perynsitopasie ydactku reHa VRNL. Ilpu stom nentpanbhyto ponpb urpaetr ren VRNS,
peryssiusi aKTUBHOCTH KOTOPOTO OCYHIIECTBIISIETCSI B Mpollecce KOHKYPEHTHOTO
B3aUMOJICHCTBUS, B YaCTHOCTH MEXIy Mpoaykramu 3kcnpeccuu renoB VRN2, PPD1 u
CO. HUnrerpammonnas poib reHa VRN3 mposBiaseTcs B OObCIWMHCHHH MEXaHH3MOB
KOHTPOJISI YYBCTBUTEJIBHOCTH K (POTOMEpUOAY M SPOBHU3ALMHU, KOTOpas peann3oBaHa
yepe3 KOHKypeHTHoe B3aumojeiictBue Mexay CCT-momeH coaepkamuMmu OeKaMu,
AKCIIPECCHS] KOTOPBIX OCYIIECTBISECTCS C TE€HOB, UYBCTBUTEIBHBIX K PAa3HOTO poja
OMOTHYECKUM M aOWOTHYECKUM cTpeccopaM. B pesynbrate o0Opasyercs ruOkas
KOMOMHATOpHAsl CHUCTEMa, KOTOpas OOBEIUHSET UYyBCTBUTEIBHOCTh K BHYTPEHHHM U
BHEITHUM CUTHajaM U ¢popMupyet Hanbosee 3pHEeKTUBHYIO MOJIENb PETYISIUNA BPEMEHU
KOJIOIICHHUS] B 3aBUCHMOCTH OT YCJIOBHUW OKpPYXAIOIIEH Cpelabl, a TakKe CIOCOOHOCTH

OpraHus3Ma pa3BUBATLCA B 3TUX YCIOBHAX.
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2. MATEPHUAJIBI U METO/IbI

2.1. 'eneTuyeckuii MaTepual

Ananmn3 nonmumopdusma renoB VRN u PPD1 npoBenieH B reHeTHYECKOM MaTepuae
IIECTH BUJOB I'€KCAILUIOMIHON M IIECTH BUJIOB TETPAILUIOMAHOM MINEHULBI. [ OLIeHKH
reorpaueckoro  paclpoCTpaHEHHUS  aIbTEPHATUBHBIX  AJUICTBHBIX  BapUAHTOB
UCCJIETyeMbIX T€HOB M aHaJIW3a BO3MOXKHON acCOIMAIMK MX KOMOWHAIUN ¢ aJalTUBHBIM
MPEUMYIIECTBOM Ha OTMpPEEIIEHHON MECTHOCTH, 00pa3ilbl KaXJA0ro BUA MOJUILUIOUIHON
MIIEHUIIBI BEIOUPAIUCH CIIYYalHBIM 00pa30M U3 Pa3IMYHBIX IKOJOTO-TeorpaduyecKux
PEruOHOB (CTpaH).

Buael rekcamiougHoil nmeHunsl  (reHoMmHBIM coctas BBA"A'DD)  6bumn
npencrasiacHsl: 1. aestivum L., T. spelta L., T. macha Dekap, T. vavilovii Jakubz, T.
compactum Host u T. sphaerococcum Percival.

Bri6opka TeTparionHol meHuns! (reHomubli cocras BBAYA") Bkmouana Bup;
T. durum Desf., T. turgidum L., T. polonicum L. u T. carthlicum Nevski, T. dicoccum
Schrank u T. dicoccoides Korn.

[TpoaHaaM3upoOBaHbl MECTHBIC COPTa O3UMOM MSATKOM MINEHUIBI BUAa T. aestivum, a
Takke o0pas3lbl, MoMydYeHHble HU3 HanuoHambHON CHCTEMBI 3apOJABIIIEBON TJIa3Mbl
pacrenuii (National Plant Germplasm System (NPGS), http://www.ars-grin.gov/cgi-
bin/npgs), IPK  Gatersleben (https://gbis.ipk-gatersleben.de/GBIS_1/home.jsf),
CeneKkIIMOHHO-TeHETUYECKOr0 MHCTUTYTa - HanumoHanbHOro LEHTpa CEMEHOBEIAEHUS U
coprouzyuenus HAAH Vkpaunsl, a Takke HalnnoHanmbHOro IEHTpa TIE€HETUYECKHUX

pecypcoB pactennit Ykpaunsl (yuriev1908@gmail.com).

2.2. Bereranus

Bereranus SKcepuMEHTaNbHBIX PACTEHMM OCYLIECTBISUIACh B TEIJIMYHBIX
yCIIOBUSAX Ha YyinHeHHOM (16-24 4) u ykopoueHHoMm (9 u) ¢ortonepuone npu

C€CTCCTBCHHOM U HCKYCCTBCHHOM OCBCHICHUHU H 0e3 SAPpOBU3AIUH. OHGHKa BpPEMCHHU
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KOJIOUIEHHUSI W TEHOTUIIMPOBaHWE C wucrnoiab3oBanneM JHK-mapkepoB mnpoBoauiIoch
UHANBUAYATIBHO JUIS Kaxa0ro oopasua. Pactenus, KOTopble HE BBIIIUIA B TPYOKY K KOHILY

skcriepuMenTa (120 nHeit) OpUIH 0XapaKTEepPU30BaHbI KaK 03UMBbIE.

2.3. Okcerpakuus JHK u amniupukanus

Toransnas JIHK skcrparupoBana u3 4 AHEBHBIX NPOPOCTKOB C MPUMEHEHUEM
musupytomero Oydepa Ha ocHoBe uetunTpumetwiammonusi Opomuna (LITAB)
(momudpukanus Doyle et al. 1987). OntumusupoBaHHbIi Tu3nc-0ydep comepkut 3 %
LHTAB, 1.7 M NaCl, 30 MM O3OJTA-Na,, 100 MM Tpuc. JlenporenHuzamus
xinopopopmom (1  o06vem). Ocaxnenne JHK 96 % osrtanonom (1.5 oObema).
['enernueckuit marepuan mnodydeH u3 2-10 HHOUBUIYaNbHBIX pPAaCTEHUN KaXIIOTO
obpasna.

[Tomumepaszno-nienHas peakuus (I11IP) nmpoBoawmiack B 6 MK peaKIIMOHHOM CMECH,
conepxkaeii: JJTHK (~ 60 ur), 20 mM Tris-HCI (pH 8.8), 10 MM (NH,),SO,, 2.5 MM
MgCl,, 1 MM KCI, 0.1 % Triton X-100, 250 mxM dNTPs, 1.5 % JIMCO, 3 ur/mxia
kaxgoro npaiimepa, 0.05 E/mxn Taq momumepasbl. [[nsi mpenoTBpaiieHus HCIapeHus
PEaKIIMOHHOM CMECH B KaXXIyr MpoOupky Obuio mobaBieHo 10 Mk mapaduHOBOTO
Macna. TepMOLMKIMPOBaHUE OCYIIECTBIISIOCH MO CIEAYIONIEH MporpaMme: HadallbHas
nenarypanus npu 94 °C (2 mun); 30-36 nukioB ammmudukanuu: 94 °C (10 c), orxur (10
¢), anonranus npu 74 °C (50 ¢ wnm 2 MuH A7 aMITUUKAIMKA y4acTKa MPOMOTOpa reHa
VRN-B3 u mnepBoro unrpona VRN-B1). B psne ciydaeB, B xadecTBe ONTUMHU3ALINH,
JIOTIOJTHUTENLHO BBOAWINCH 3 mukia (omiuoHansHO): 94 °C (10 c), 74 °C (40 o).
®unanbHas oHranua 72 °C (5 mun). IlepBuyHas cTpykTypa M Temmeparypa OTKWra

npaiiMepoB nipuBeeHbl B [Ipunoxennn 1.

2.4. DuexkTpodope3 B NOTHAKPHIAMUJAHBIX U ATrapO3HBIX IeJisiX

[Mpoxyktel ammumdukamuu nepBoro uHTpoHa reHoB VRN1 u VRN-B3, yuacrtka
npomotopa reroB PPD-Al, VRN-D1 u VRN-B3, a Taxxe Bapmantel ammens Vrn-Ala

paszaeneHsl B 6.6 - 8 % HeAaeHATYypUPYIOUIUX MOJUAKPUAMHUIHBIX Tesix (COOTHOIICHHE
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MoHo/Ouc-akpunamuaa 82:1) B 1.38X TBD Oydepe (monnas cuma 123 MM) npu
KOMHATHOM TeMIlepaType, HanpsHKeHHOCTH 1ouist 6 B/cwM.

Jus nerexiuu amwienbHbiX BapuaHToB reHoB VRN-AL u VRN-Bl (pasgencHue
¢dparmentoB III[P ob6mactu mpomoropa) OBUIO TPOBEACHO HCCIICAOBAHUE BIIMSHUS
pa3aM4YHbIX (PAKTOPOB M YCIOBHM 3IeKTpodope3a Ha U3MEHEHHWE CKOPOCTH MHUIpaluU
uckpusienusix Mosiekyn JTHK (ITpunoxenue 2). CoriacHO MOMyYEeHHBIM pE3ylibTaTaM,
BBITIOJTHEHA oOnTHMHU3anus yciouid npoeneHus [TAI'D mpu Huskoi (10-20 °C) wu
KOMHATHOM TemrepaTtype C TMOJy4eHHEeM MHUHUMAIbHBIX TOTEPh B pa3pelaroiiei
crocoOHoCTH pasnieneHus pparMeHToB. Tak, anekTpodopes B 6.6% HeneHaTypUpyIOMIHNX
[TAAT' (cooTHomieHne MOHO/Ouc-akpunamuna 82:1) Mpu HUZKON HANPSHKEHHOCTH
anekTpuyeckoro noss (2.5 B/cm) u Beicokoit nonHoii cune (123 MM, 1.38x ThD B reune)
OCYUIECTBIISICS MPU KOMHATHOM TeMIlepaType, TOorja Kak HawilyyllMe pe3yJbTaThl 3a
MUHUMaJIbHOE BpeMs ObUIM TMOJNY4YeHBI MpH 3alycke »sJekTpodopesa Mpu HUIKOU
temneparype (10-20 °C) u BbICOKOI Hanps>)KEHHOCTH 31eKTpuueckoro nous (5-10 B/em).

B xoxe ananuza nonumopdusma sk30Ha-4 u sk3oHa-7 rena VRN-AL, snexkrpodopes
OpPOAYKTOB  amIuidukanuu  TpoBeneH B HemeHarypupyrommx  [TAAIT B
ONITUMU3UPOBAHHBIX YCIIOBUSX, YCHWJIMBAIOIINX aHOMAJIbHO MEIUICHHYI0 MHUTPAINIO
VICKPUBJICHHBIX MOJIEKYJI JJHK (6.6-8% aKpuiamMua (cooTHOIIEHUE
MoHo/Oucakpunamun, 82:1), 1.38x TBD Oydep (monnas cuna 123 MM) npu
HaIPsHKEHHOCTH AIeKTpudeckoro mois 5-10 B/cm u remneparype 10-14°C).

Arapo3Hblil Tenb-37eKTpodope3 BHITIOJIHEH C HUCIMOJb30BaHueM 1.5% arapo3HbIX
reneit B 1X TBD Oydepe.

OnTumusupoBaHHblid 3x Oydep nns BHecenus mpod B [TAAT comepxkut ¢popmamug
u ¢ukon B coorHomeHuun 80:20 c mobaBnenuem 20 MM DJITA (omuMoOHANBHO), U
kcrennuanona (0.01%).

Onektpodopes B I[TAAI' mpoBoamicss B TeUeHHWE BPEMEHH, 3a KOTOPOE IICJIeBBIC
¢parmentsr murpupoBanu 60-70 % mmuabl rens. Busyamuzamus ¢parmentos 1P B
MOJMMAKPUIAMHUIHBIX ¥ arapo3HbIX TeliIX IMpPOBEAeHAa ITyTeM UX OKpallMBaHHUS B
ciuproBoM (10% otanon) m BomaHOM pactBopax Opommma stumus (0.5 MKr/mo),
COOTBETCTBEHHO. JIoOKyMEeHTHpOBaHHE OCYIIECTBISIOCH MpH oMoty cucteMsl "Gel Doc
XR" (Bio-Rad Laboratories). B psae cinyuaeB, okpamuBanue I[TAAT mpoBemeHO c

ucriosibzoBanneM (.15 % BomHOro pactBopa AgNO3 (Budowle et al. 1991).
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2.5. T'eTepoayniieKkcHbIi aHAIH3

Jlns mpoBedeHHs OBICTPOrO CKPUHUHTA KPYMHBIX BBIOOPOK TEHETUYECKOTO
Marepuaiga ¢ LeIbl0 MACHTHU(PUKALMKN ramioTuna u ramiorpynmnsl reHa PPD-Al Gbin
ONTUMU3UPOBaH retepoaymiekcuerii anamu3 (Muterko et al. 2015c¢). T'uOpuanzanus
aMIUIMKOHOB ~ HMCCIIEAYEMBIX 00pa3loB MpPOBOAWIACH C TpeMs pedepeHCHbBIMU
MOCJIEZIOBATENIbHOCTSIMH, JeTeKTUpyomuMu ramiotunsl  Hap-1 (rammorpynma  All
KF834265), Hap-3 (All, KF834262) u Hap-4 (Al, KF758437). BbiOop maHHBIX
raryioTUIOB B KadyecTBe peepeHCHBbIX OOYyCIOBIEH HUX BBICOKOM  4acTOTOU
BcTpeuaeMocTH B ramnorpynmnax Al (Hap-4) u All (Hap-1, Hap-3). I'erepoaymiekcHbI
aHaJM3 BBIMOJIHEH COMJIAaCHO paHee mpemioxeHHod meroamke (Delwart et al. 1993).
['ereponymiekcesl ObLTH chopMUpPOBaHBI B cMecH, coaepskamei 1 Mk nmpoayktoB ITLIP
kaxaoro oopasma u 0.2 mxir 10x Oydepa mins rudbpuausanuu (1 M NaCl, 20 MM EDTA).
Jlist mpeoTBpallieHusl UCTIapeHUsl CMECH B KKyl MPOOUpKy ObuIo nobdasieHo mo 10
MK napaduHoBoro macia. OOpasubl neHTpudyrupoBansl npu 14000 oOp/mMuH B
TedeHuH 1 MUHYTBI, AeHaTypupoBaHbl pu 97 °C (3 MUH) U TOTYAC K€ OXJIaxaeHb! 10 10
°C. Dnextpodope3 reTepoayIiekcoB mposesieH B 6.5 % Henenarypypyromux [TAAT npu

HaIpPsHKEHHOCTH AJeKTpudeckoro nois 3-5 B/cm, B 1x ThD 6ydepe.

2.6. KnonupoBanue u cekBennpoanue ¢pparmentos I[P

[TpoxykTel amrudukanuu Obun pasaeneHsl B 1.5 % arapo3Hom rese, BbIIEIEHBI
u3 rens ¢ nomoinbto GeneJET Gel Extraction Kit (Thermo Scientific) u nurupoBaHbl B
Bektop pGEM-T (Promega) B coorBercTtBuM ¢ wuHCTpykimed. [Inasmuanas JIHK
TpaHcopmupoBaHa B komrereHTHbIE KiaeTku JM109 Escherichia coli (L2001, Promega).
TpancopmMupoBaHHbIE KIETKH, COAEpXkallhe IUIa3MUAY C HMHCEpPUUEH YyKEepOIHOTO
¢parmenta JIHK nerextupoBanbl B Xxozae “cuHe-Oenol" ceNeKIMH Ha MUTATEIbHOU
cpene, conepxkanieit ammuminH, X-Gal, u IPTG. [To3uTUBHBIE KJIIOHBI TECTUPOBAHBI Ha
NpUCYTCTBUE KIOHHpYyeMoro ¢parmenta c¢ mnomouipto [IIP ¢ yHuBepcampHBIMU
npaiimepamu PUC (mipsimoii 1 o6paTHbIi paliMepsl M13) ¢ mocnenyromuM pas3ieieHueM
U BU3yanu3auuend B arapozHoM rene. [lmasmuanas JIHK skcrparmpoBanHa ¢ momoubro

GeneJET Plasmid Miniprep Kit (Thermo Scientific).
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B cinyuasx, korma kinoHupoBaHue He TpebGoBanock, mpoaykTsl [P ocaxnanuch
ATAHOJIOM B MPUCYTCTBUM JIMHEHHOTO akpuiamuia (15 mkr) B kauectBe Hocutens. [Ipu
HAJIMYUU B aMIUTM(UKATE HECKOJIBKHX LEIEBBIX (DPAarMEHTOB, HYKHbIE aMIUIMKOHBI OBLITN
BBIPE3aHbl U3 arapO3HbIX U MOJUAKPUIIAMHIHBIX T'€JI€H, U OUUILIEHBI Ha CIIMH-KOJIOHKAaX C
silica-memOpanoii. CekBenupytomas [1LIP nmpoBenena ¢ nomomnipio "BigDye Terminator
v3.1 sequencing Kit". daroopeciieHTHO-MEUYCHBIE MPOAYKTHI DJIOHTAIUH OBLIH OCaKICHBI
U pecyclieHaupoBaHHbl B popMamuae. Kanumnsapusiil anexktpodopes nposeneH Ha ABI
3130xI Genetic Analyzer u ABI3700 PRISM DNA Analyser (Applied Biosystems) B
LKII «I'enomuka» CO PAH.

Hyxneotuansle MOCIIEIOBATEIbHOCTH CEKBEHHUPOBAHBIX YYAaCTKOB MPOMOTOpPA
redoB  VRN1, VRN-B3 u PPD-Al, mnepBoro untpoHa reHa VRN-D1, a Ttaxke
MIOCTIEIOBAaTENIbHOCTH y9acTKa JK30H-3 — 9k30H-7 TeHa VRN-Al npemonmpoBaHBI B
GenBank ¢ unentudukaropamu mocryma: KF758437 (Hap-4), KF834261, KF834265,
KF834266 (Hap-1), KF834262 (Hap-3), KF834264 (Hap-12), KF834263 (Hapl3),
KJ767781 (Ppd-Ala.2), KJ767779, KJ767780 (Ppd-Ala.4), KR782255 (Vrn-Ala.2),
KMO016789 (vrn-A™1), KMO016790-KM016792 (Vrn-Ali), KT361213 (Vrn-Ale),
KMO047646 (Vrn-Alb.1), KM047641-KM047645 (Vrn-Alb.2), KM047647-KM047650
(vrn-Alb.3), KM047651 (vrn-Alb.4), KM047652 (Vrn-Alb.5), KT692944-KT692945
(Vrn-Alb.6), KR782252 (VRN-B1.s), KT361212 (VRN-B1l.m), KR782253-KR782254
(VRN-B1.f), KF939526-KF939529 (ob6macts mpomotopa VRN-D1), KX874608 (Vrn-
Alk), KU738894 (Vrn-Alj), KU738895 (Kharkovskaya 1; vrn-Alb.3), KX139167 (GK
Basa; Vrn-Ali), KX139174 (Bashkirskaya 27; Vrn-Ala.l), KX268729 (Zenati 368; Vrn-
Alb.1), KX139169-KX139170 (Marzaga, Lavina; Vrn-Alb.6), KX139168 (Hordeiforme
18567-6; VRN-B1.m), KX139171 (Elizavetinskaya; Vrn-B3a), KX139173 (Donskaya
Elegiya; Vrn-Blc), KX139172 (Kargala 28; Vrn-Alc (Langdon)), KF800714 (Vrn-D1s),
KUB844092 (Ex4C), KU844091 (Ex4T), KT983448 (Ex4C), KT983449 (Ex4C.f),
KU844093 (Ex4C), KX874600 (Ex4C.sph), KX874601 (Ex4T), KX874602 (Ex4C.m),
KX874603 (Ex4C.s), KX874604 (Ex4C.s), KX874605 (Ex4C.f), KX874606 (Ex4C.f),
KX874607 (Ex4T).
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2.7. AHAJIN3 JAaHHBIX

2.7.1. IlocTpoenne, aHAIN3 KPUBU3HBI M THOKOCTH TPEXMEPHOH MOJeH CIIMPAJIH

JHK moJiekyabl

Jlnst ucciienoBaHus paclpeesieHuss KPUBU3HBI U BBISBICHUS JIOKAJIbHBIX W3THOOB,
npeanonaraemas ¢opma wMosekyn JHK Obima paccumtana wu3 HYKICOTHAHBIX
MOCJIEZIOBATENIbHOCTEW, OCHOBBIBAsCh Ha KOH(OPMAIIMOHHBIX TMapaMeTpax JABOWHOMN
CIIMpaH, W3BJICYEHHBIX U3 HAXOJIALIUXCS B OTKPBITOM JIOCTYIE TPEXMEPHBIX CTPYKTYpP
(PDB ID: 1RVI, 1RVH, 1FZX, 1G14, 1AXP, 2L8Q, 2M2C, 2MCI, 1DK?9, 2KO0V,
INEV, 1LAI) ¢ ucnons3zoBanuem Curves+ (Lavery et al. 2009). Kaxnpriii koHpopmep
npencrasieH oT 5 10 10 HU3KO3HEPreTHUECKUMH CTPYKTypaMu. J1Jig u3deranust omuooxk,
CBS3aHHBIX C "KOHIEBBIM H3(P¢eKToM", YUHUTHIBATUCH TOJBKO IIEHTPAIbHBIC Mapbl
ocHoBaHuid.  [lapameTppl  AMHYKJIETHUAHBIX  LIArOB  ObBUIM  yCpEOHEHBI B
TETPAHYKJICOTHIHOM KOHTEKCTE, TJieé 3TO ObUIO BO3MOXKHO. BO Bcex Apyrux ciydasx
HCIIOJIb30BANIMCh YCPEIHEHHBIE MapaMeTphbl AUHYKJICOTHUIIHBIX IIaroB IMOJYyYEHHbIE W3
TOM k€ BBIOOPKH CTPYKTYp. 51 mocTpoeHHs] TpeXMEpHONH MOJENM KOHTYpa MOJIEKYJbI
JHK mno 3amaHHbIM mapameTpaM IUHYKJICOTHUAHBIX IIAroB, HMCIOJb30BaH aJrOpPUTM,
O0asupyromuiics Ha anredpe kBaTepHHOHOB (IIpunoxenue 3). TpexmepHble Monenu
cupanu JIHK BusyanusupoBansl ¢ ucnonb3oBanrem PyMOL Molecular Graphics
System, Version 1.7.2 (Schrodinger, LLC).

Pacnipenenenne kpuBusHel B Mosiekyiie JJHK ananu3upoBanoces B CKOJIB3SIIEM OKHE
pazmepom 40 m.H. u maroM | m.H. B KauecTBe KpWBHW3HBI MOJICKYJIBI B To3ummu i+1
(1<i<n) ObUIO MPUHATO 3HAYECHHE, OOpPAaTHOE PATUYCy OMHCAHHON OKPYKHOCTH
TPEYyroJbHHUKA, BEPUIMHBI KOTOPOTO JIEXKAT HA OCU CIIUpaiy ¢ koopauHatamu i-20, 1, 1+20
n.H. KpuBuzna onenuBanacek B enununax kpuBusnbl JJHK monekynbl, roe B kauecTBe
eAVHULBl npuHATa cpenHsas kpususHa JIHK B kpucranm3npoBaHHOM HYKIEOCOMHOM
xope (1/42.8 A). JlokanbHble yriabl M3rHOBI B KaI0H i-if HO3MIIME M3MEPEHbl KaK yIibl
MEXKIy KacaTelbHBIMU K KOHTYpY Mouiekyisl JIHK npoBenenHbie U3 no3unmu i-2 X | ¥ U3

1k i+2.
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Pacnpenenenue rubkoctu B mosiekyne JIHK onennBaiock U3 mocienoBareibHOCTH
HYKJICOTUIOB, OCHOBBIBasICh Ha paHee OINyOJMKOBAHHBIX TMapaMerpax [Ju- U

terpanykieotuaHbIx maros (Olson et al. 1998; Packer et al. 2000).

2.7.2. AHAJIM3 HYKJIEOTHIHBIX MOC/Ie0BaTe/ILHOCTE U3 0a3 TaHHBIX

Jns nposeaenus in silico ITLP nporpamMubiii moctyn K pecypcam cepBepa NCBI
(National Center for Biotechnology Information, https://www.ncbi.nlm.nih.gov),
Bkiovast uHcTpyMeHT NCBI BLAST (Zhang et al. 2000) u 6a3bl JaHHBIX HYKICOTHIHBIX
MOCIIEIOBATENILHOCTEH, OCYIIECTBIISIICS yepes uHTEpPEiic MIPUKIIATHOTO
IIPOrPaMMHUPOBAHUSA REST
(https://www.ncbi.nlm.nih.gov/staff/tao/URLAPI/new/BLAST _URLAPI.html).

MHOKeCTBEHHOE BbIPABHUBAHUE HYKJICOTHIHBIX MOCJEI0BATEILHOCTEN MPOBEIEHO
¢ ucnosnb3oBanueM nporpammbl Clustal W (Thompson et al. 1994). baza nanusix ESTs T.
aestivum (UniGene Build #63), conepxammas 1551792 nocnemoBarensHocTeit B 178464
KJIacTepax, 3arpy>kKeHa Ha JTOKAJIbHBIN HOCHUTETb u3 NCBI
(ftp://ftp.ncbi.nih.gov/repository/UniGene/Triticum_aestivum/Ta.seq.all.gz). [Touck
TOMOJIOTHYHBIX MOCJIEI0BATENbHOCTEN B JIOKAJIbHOM 0a3€ TaHHBIX BBIIIOJIHEH C TOMOUIBIO
nporpammbl  BLASTn (maker mnporpamm BLAST+, Camacho et al. 2009).
[Ipennonaraemass BropuuHas ctpyktypa PHK mnpenckasana ¢ ucnonb3oBaHuem BeO-

cepBuca RNAstructure (Reuter et al. 2010).

2.7.3. KnacrepHblii aHa1u3

Jlnst mpoBeleHHs KIACTEPHOTO aHajim3a COpPTOB 1. dUrUM B COOTBETCTBUH C
annenbHbIM cocTaBoM reHoB VRN, pa3zpaboTaH anroput™ ynpapisieMol HepapXuyecKon
KJacTepu3ali OOBEKTOB C KAaTerOpHaJbHBIMU XapaKTEPUCTUKAMH, OCHOBAHHBIM Ha
arJoMEpaTUBHOM METOJIE TOCJEeNIOBATeIbHOW KIacTepu3aui (MMIJIEMEHTUPOBAaH B
Muterko et al. 2016b, ocHoBHBIE TmONOXKEHUST W3IOKeHBI B [Ipunoxenuu 4).
Busyanusanus pe3ynbTUPYIOIIEH KIaJOTPaMMbl, PACCUUTAHHOW B XOJAE KIACTEPHOTO

aHanm3a, mposeacHa B mporpamme Dendroscope 2.5 (Huson et al. 2007).
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2.7.4. DujoreHeTHYECKUH aHAJIN3

Jlnst uccnenoBanus (HUIIOTEHETHYSCKUX B3aMMOOTHOIICHHA MEXIY TaruIOTHIIAMH,
OTIpeJIeJICHUs TaIUIOrPYIII, a TaKXkKe MopsiaKa (0UepeTHOCTH) NUBEPTEHIINN MyTallui U UX
KOMOHMHAITMI B X0JI¢ ABOJIIONHH, pa3paboTaH alropuTM, 0a3HPYIONINICS HA CHMBOJIBHO-
OPHEHTHUPOBAHHOW JBOJIIOIIMOHHON PEKOHCTPYKIMHU (MMILIeMeHTHpoBaHn B Muterko et al.
2015c). B ciydae BbIBeneHHS ~ BHYTPUBHAOBOWM  (uiioreHuu, OualIeTbHBIX
CETPErHPYIONIUX TIMO3WIIMA W TPU HAIWYAW HACBHIIICHHON TaINIOTHIIAMH HCXOJIHON
BBIOODKHM, BBIYHMCIICHUE aCCOIIMATHBHBIX CBsI3ed MOXKET OBITh PEATU30BAHO IYTEM
OOBIYHOM wuTEepanuu KOMOWHAIMW ajieedl W aHalnM3a 4YacTOT HUX BCTPEYaAEMOCTH
(uccronb30BaHHO B (uIOreHeTHUeCKOM aHaiu3e ramiotunoB PPD-Al u PPD-B1).
Korna monmumopdHbIe MO3UIMH pacIierusuIuch Oojlee 4eM Ha J1Ba ayvielns (Ipu aHalu3e
rammotunioB  VRN-ALl), Obul NpPUMEHEH aJrOpuT™M IUKIMYSCKON HUTepalud ¢
UCKITIOYCHUEM aJlIeIe ¢ YCTAaHOBJICHHOW 3aBUCHMOCTBIO M TIEPECYCTOM YacToT,
BOCCTAHABJIMBAIONICH TOTEPI0 AaCCONMAIMA TPH JUBEPICHIIMH  AIbTEPHATHBHBIX
QJIJIENBHBIX BapUAHTOB W3 OJHOW CETPETUPYIOMICH MO3WIIMK B OJHOW (PUICTHUYECKOUN
auHUHM. bonee monmpoOHOE omnmucaHWe airopuTMa pacuera UEPapXUUeCKOW CTPYKTYPHI
MEXKaIIJIEIbHBIX ACCOIMAIIN, BhIBEICHUE (PUIOTCHETHUECKUX B3aUMOOTHOIIICHHH MEXKITY
raruIoTUIaMH, OIpEJAC/ICHUE TaIUIOTHIIOB TIEPBUYHOW JUBEPICHIIUHM, TaIlJIOTPYIIT H
npeanosaraeMoro KopHs cojepxkutcs B [lpunoxenun 5. Busyanuzammst rtpadon
MOJIYYCHHBIX B XO7¢ (DUIOTEHETHYECKOTO aHaju3a OCHOBAHHOTO HAa MEXAJIICIBHBIX
accorarusx nposejaeHa B mporpamme Dendroscope 2.5 (Huson et al. 2007).

[TocTpoeHne KBa3MMeEIUAHHON (UIOTCHETHYECKON CETH TaIlJIOTHIIOB COTJIACHO
anroputMy MJ (Median-Joining, Bandelt et al. 1999) u ee onTumH3anUs METOIOM
MakcuMalibHOro Tpaaonogoous MP  (Maximum Parsimony, Polzin et al. 2003)

ocymiectBisuiach B mporpamme Network 4.6.1.1 (http://fluxus-engineering.com).
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3. PE3YJIBTATHBI U OBCYXJIEHUE
3.1. UccaenoBanue noanmopdusma odaacTu npomoropa rena PPD-Al

3.1.1. Unentuduxanus ranjorunos rena PPD-Al

Metomom III[P-ananu3a ¢ mpuMeHeHHEM Imapbl mpaiimepoB durum_AgbSdel F2 -
durum_Ag5del R2 6wt uccnenoBan ydactok nmpomoropa reia PPD-AL (-470 - -19 m.u.)
B 206 oOpa3iax 1mecTy BUJOB I'eKCANIONHON U IIECTH BUIOB TETPAIUIOMIHOMN MIIIEHUIIBI
u3 57 crpan ([Ipunoxenne 6). B pe3ynbrarte anekTpodopesa NpoayKToB aMILTH(DUKAITUH
B [TAAI' obHapyxeHa pa3HHUI]a B CKOPOCTH MHUTIpanuu (parMeHToB, JIETEKTUPYIOLINX
penieccuBHbIN ayutens Ppd-Alb (oxkumaemsrii pasmMep mapkepHoro ¢gparmenta 452 1.H.)
(Pucynok 3.A). Ilpu 3TOoM naHHOE pa3juuue He HAOIIOAAIOCh MPHU dJeKTpodopese B
arapo3ubix remsix. @pakuus menaeHHo murpupytommux ¢parmentoB [P (o6o3HaueHb!
kak 452s) cocraBmsia 66% oT oOmero konuuectBa 0OpasIoB, COOTBETCTBEHHO
octapmuecs 34%, MpUXOAUIUCH HA (DPArMEeHTHI, XapaKTepU3yrlIuecs 0ojiee BHICOKON

noBMKHOCTBIO B [TAAT (452f).
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Pucynox 3. Ananu3 nonumopdusma obiactu mpomoropa rena PPD-Al. (A)
[Monumop¢usm yyacTka mpomortopa pereccuBHoro amens Ppd-Alb u nuckpumuHarms
ramwiorpynn B cOpTax MSTKOM mmieHunsl 1. aestivum. M3meHeHWe MOJIBHKHOCTH
dparmentoB IILP B ITAAI, oOycioBiernHoe mommmopduamom T-TpakTa, paznuyacT
oOpa3upbl ¢ ramaorpynmnoil Al (MeIJIeHHO MUTPHUPYIOIINE aMIUIMKOHBI JJIMHON 452 n.H.,
452s) u AIl (OBICTPO MHTPHPYIOIIHE AMIUIMKOHBI mauHONH 452 m.H., 452f). (B)
Cyneprno3unus NporHo3upyeMbIX TpexMepHbIX Moaenei monekybl JTHK nonumopdubix
¢dparmentoB (452s u 452f). 3HaueHUsT KPUBU3HBI paccuuTaHbl B mo3uiuu 260 m.H. (B)
Pacnipenenenue kpuBusabsl Mosiekyn JHK B ckonp3smem okxe 20 m.H. O0G03HaYeHO

CHIDKEHHE KPUBU3HBI B 110J0KeHUH 260 1.H., B ieHTpe T-Tpakra.

Yactp  (parMeHTOB, pazNUYAIOMIMXCA IO CKOPOCTH  MUTpAlUU  Yepes
MOJIMAKPUIIAMUIHBIA Tenb, OblIa KIOHHMpOBaHA M cekBeHupoBaHa (GB: KF758437,
KF834261, KF834262, KF834265, KF834266). B pe3ynpraTe ananu3a nepBUYHOU
CTPYKTYpPbI HOTUMOP(HBIX AMIUTMKOHOB HE BBISIBJICHO MYTAIlUW THUTIA WHCEPILIMS/ AEeTEeIus,
KOTOphIE MOTJM OBl OOBSICHUTH HAONIOJaeMOE pa3iudyhe B TOJBUKHOCTU DITHUX
¢parmentoB B rene. Onpnako wuneHtuduiupoBano 2 OHII, oauH U3 KOTOPBIX
JIOKaJIM30BaH B TOCJIEIOBATEIbHOCTU aICHUHOBOTO Tpakta (A-Tpakt, T-Tpakt, ApTm, N
+m>=4).

N3BecTtHO, uTO uCKpuBieHHble Mosekynbl JIHK murpupyror uepes ITAA rens
MeJJICHHEe, YeM He HCKpHBICHHBIC Takou e mimHbl (Marini et al. 1982; Stellwagen
1983; Diekmann 1992). Kak mpaBwmio, aHOMaJIbHO MeJIeHHAsl AIeKTpodopeTnyeckas
MOJIBI>KHOCTH aCCOIIMMPOBaHa ¢ yBenudeHue kpuBu3Hbl Mojekyn JIHK, o6ycnoBnenHoi
HaJIMYMeM HM3THOO0B B pakioHax jokanu3anuu A-tpaktoB (Koo et al. 1986; Hagerman
1990). [lns wuccrnenoBaHusT BO3MOXKHOTO BiUsHUS wuiaeHTHunupoBanHeix OHIT Ha
dopmy monekynsl JIHK Obimn paccunTansl TpexmepHbie cTpykTypbl ¢pparmentoB JJHK,
COOTBETCTBYIOIIUE MOTUMOP(GHBIM aMITUKOHAM. B pe3ynbTare aHanm3a pacrpeneacHus
KPUBU3HBI M JIOKalbHBIX YrioB u3ruda mosekyn JIHK Owuio mokasano, 4dto Bce
bparmenTsl  452f XapakTepu3yrOTCS TPEICKA3bIBAEMBbIM CHIIKEHHEM KPUBHU3HBI,
oOycioBieHHbIM Tpau3ummeid T->C B cTpykType TummHOBOrO Tpakra (T-tpakt=(T);),
KOTOPBIN JIOKAIM30BaH BONMM3M 1eHTpa Moiiekyabl (Pucynok 3.b, B). [lannas myrars

IPUBOJUT K pa3peiBy T-TpakTa U yKOPOUEHHUIO €0 JJIMHBI 10 MATH nap HykieoTtuaos (T-
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TpakT=(T)s5), uTO conpoBoxnaercs BoipsamiaeHuemM JJHK Monekynbl u yBennyeHueM ee
TIOJIBMKHOCTH TIpH 3JeKTpodopese B [IAAT.

Hannbiii yuactok rena PPD-Al Owbi1 uccnemoBan metozom in silico TIHP ¢
HCIIOJTh30BaHHEM npaiitMepoB durum_ Ag5del F2/durum_ Ag5del R2 "
nocneaoBarenbHocTel u3 0a3pl naHHbIX GenBank (Ilpunoxenue 7). B pesynbraTe
ananu3a in Silico aMIIMKOHOB MAEHTU(UIIUPOBAHBI (parMeHTHI MmnHoM 452 mH. (230
o0pasmoB), 453 m.H. (9 obpa3noB) u 456 m.H. (9 obpasnos). Gparmentsl pazmepom 456
ILH. JETCKTHPOBAHbI WUCKIIOYUTEIBHO B oOOpa3lax IUIUIOMIHOW MIICHHUIBI BUAa .
MONOCOCCUM, Torjga Kak aMIUTUKOHBI pa3MepoM 453 TMm.H. ObBUIM TPEICTaBJICHBI
NPEUMYIIIECTBCHHO B 0Opa3max T. timopheevii, a Taxke B omqHOM o6pasme T. dicoccoides.
B pe3yabTare MHOYKECTBCHHOTO BbIPABHUBAHUS 240 HYKJICOTUTHBIX
nocieoBaTeNbHOCTeN (pparmMeHToB nHON 452 mn.H. uaeHtupuuuposano 13 OHIIL,
KOTOpbIe 00pa3oBbIBaIM 13 pa3nuuyHblXx KoMOWHaIuWil. JlaHHbIe KOMOWHAIMHU ObLTH
NPUHATHI B KAa4eCTBE WHAMBHAYAJTBHBIX TalJIOTUNIOB, a coorBercTByromue OHII B

KauecTBe OTJebHBIX ayenei (Tadmuma 1).

Ta6auna 1. lammortuner Ppd-Alb, chopmupoBaHHbIE OCHOBBIBAsICH Ha IEPBUYHOM
CTPYKTYpE y4acTKa mpomMoTopa JinHoHu 452 m.H., ammumuduimpyemoro B xoze 1P c

napoii npaiimepos durum_Ag5del_F2 - durum_Ag5del_R2 B paznuuHbIXx Buaax

MIIECHULIBI.
I'anmorun ITo3uums B aMniimKoHe (I.H.)
21 54 60 130 149 172 180 254 258 315 317 329 341

Hap-1 T C T C C C G G C G C C C
Hap-2 T C T T C C G G T G C C C
Hap-3 T C T C C C G C C G T C C
Hap-4 T C T C C G G G T G C C C
Hap-5 T C T C C C G G T C C C C
Hap-6 T C T C C C G G C G T C C
Hap-7 T C T C C C G G T G C C C
Hap-8 T C C C C C G G T G C C C
Hap-9 T C C C T C G G T G C C C
Hap-10 T T C C C C G G T G C C C
Hap-11 cC C T T C C G G T G C C C
Hap-12 T C T C C C C G C G C C C
Hap-13 T C T C C C G G C G cC A T
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3.1.2. ®ujorenus ranjorunos Ppd-Alb

Jlnst uccnenoBanus (pUIOreHETHYSCKUX OTHOLICHUI Mexay raruotunamu Ppd-Alb
U OMpeeNieHUs] Trarjorpynn ObUIM HUCHOJB30BaHBl 2 moaxoxa: (1) amroputw,
OCHOBAaHHBI Ha MeXawenbHbIX accormanusax (MA), TMO3BOJSIONUN MOTYYUTh
YKOPCHEHHYIO, HalpaBJIeHHOI (riioreHeTnyeckyio ceTh (nepeBo) (Pucynok 4.A,B) (2)

HEYKOpEHEHHas KBasuMeauanHas MJ ceTh, onTumusupoBanHas merogoM MP (Pucynok

A B
254G 315G 329C 21T 180G 341C 172C 149C 54C Hap-7
)
80T 130C 317c '
Hap-8 ! A
s . @ Hap-5
258C 258T . o Hap-1 o
Hap-2 @
/
/
. p 1 p ' I Y f / Hap-4
329A-341T 180C 37T 315C 172G 130T 60C { \
!I‘I
254C 21c 54T 1497 Ha@ﬂ) Héobfg
B [rTTTTTTTTTT e T urarti |
H *Hap-9 1 O Hap-6
1 1
++Hap-8 : Haptt D O
1 1
! +Hap-10 H
Al o i
+ i T imopheevii |
*Hap7 = T T i
.
. EIEN @ o
Hap-3
Hap-6 *Hap-3
Hap-1 i Hap-12 T durum | (77 TekcannouaHas Fannotunel
7N | e nweHnua T. urartu

3 | 1 ™
-+Hap-13 T dicoccoides | TerpannomaHas nweHuua

Pucynok 4. MexasienpbHbIe acCOIMAIMU B (PUIIOTCHETHYECCKHNE B3aMMOOTHOIIICHUS
mexay ramtorunamu Ppd-Alb (Muterko et al. 2015c). (A) Hepapxusi MexaielbHbIX
accormaruid. (B) Tlpeamomaraemplii MOPSIOK JAMBEPreHIUU TaruioTHIOB. O0O3HAUCHBI
Bunocnenuduueckue ramnorunsl. (B) KBasumenuannas cets ramiotunoB. Paszmepsr

y3JI0B TPONOPIHUOHATBHBI YUCITY 00pa3lioB, HECYIIUX COOTBETCTBYIOIIUN TalIOTHIL.

O0e ceTn MMenM MAEHTUYHYIO Tomosioruto. OgHako ceTb MJ HeykOopeHeHHas |
0TOOpa)kaeT TOJNBKO CTPYKTYpPY B3aMMOCBSA3€H MEXAy TaluloTHIIaMH OCHOBAaHHYIO Ha

JTUCTAaHLUSIX MEXAY HUMH. B oTnuume oT mocnenneu, dumoreHernyeckas cetb MA
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0asupyeTcss Ha HepapXuu MeXaJUIEIbHBIX AaCCOLMALUN, CIEIO0BATENbHO, SBISETCS
HaMpaBJIeHHOHN (OT KOPHS K JUCTHSIM) U MO3BOJISIET YCTAHOBUTH MOPSJOK JAUBEPIEHIINU
TaIIOTHIIOB B XOJE 3BOJIIOLUU.

N3 pe3ynpTaToB (UIOreHETHYECKOro aHaiau3a MeTojoM MA criexyer, 4To
rafwtotunsl  Hap-7 u  Hap-1 sBnsAroTCS ramnoTunmaMu TEPBHUYHON  JUBEPreHLUU
(peIKOBBIMU TaIIOTUIIaMU) JISKAIUMH B OCHOBAHUN (PUIIETUYECKUX JIMHUMN, B KOTOPBIX
JMBEPTUPYIOT TamioTuibl u3 ramtorpymmsl Al u All, cootBeTcTBeHHO (Pucynok 4.B).
["anmorunsr Hap-7 n Hap-1 pasnnuarorcs o 0IHOMY HYKJIEOTHIY, JIOKAIM30BaHHOMY B
no3unuu 258 m.H. oT Hadana amruimkoHa (258T/258C). [Ipenmnonaraercs, 4To rarioTHIT
Hap-7 npou3omien 3BOIIONMOHHO paHblie, yeM ramtotun Hap-1 u siBasercs npeakoBbIM
rarmioTUnoM (KOpHEM), MOCKOJbKY (uuetndeckas auHus Hap-7 copepxkut Oomblue
IPOU3BOJIHBIX ramiotunos, yeM Hap-1. Kpome toro, ramnoruns! ramiorpynnst Al 6onee
IIMPOKO NPEICTABIEHbl B pPa3jIMYHbIX BUAAaX MIIEHUIBl. HakoHel, BCe TIalIOTHIIBI
UACHTU(QUIMPOBAHHbIE B JAMIUIOMIHON MIIEHUIE, NPHUHAJIEXAT K ramiorpynmne Al
KOTOpasi Takke IpeobiajaeT B TETPAIUIOMIHBIX BHAaX. Tawke BeposiTHO, yto Hap-7
ABJIAETCA NPEIKOBBIM (MCXOAHBIM) TaluIOTUIIOM AJI MOJUIUIOMAHOW IIIEHUIbI, TOI/a
kak rarorunsl Hap-8, Hap-9 u Hap-10, BeiaBiaeHHBIC B 00pasmax T. urartu, comepkar
cnerudunyeckuit amwens 60C u GopMUPYIOT OTIENBHBIN KIacTep.

CornacHo  JaHHBIM  (DUIJIOTEHETHMYECKOTO0  aHaiu3a, Hauboyiee  TO3/HEE
NpOUCXOXKeHHe uMeroT rarmiotunsl Hap-4, Hap-5, Hap-9, Hap-10, Hap-11 wu3
ramorpynnsl Al u ranmorunst Hap-3, Hap-12 u Hap-13 u3 ramorpynnsr All. [Ipu stom
rariotunsl Hap-4 u Hap-3 xapaxkTtepusytoTcsi HauOOJBIIMM pacHpOCTpaHEHHEM B
raruorpynmnax Al m All, coorBerctBeHHo. ['amnorun Hap-8 BO3HMK 3BOMIOLKMOHHO
no3zxke, dyeM Hap-9 wmm Hap-10 u, BepoATHO, SBISETCS OCHOBATEIEM TIPYIIIbI

rarIOTUIIOB, UACHTH(UITMPOBAHHKIX B T. Urartu.

3.1.3. BunoBoe u reorpaguueckoe pacnpocrpaHenue ramjiorunos Ppd-Alb

Jlnst  ObICTpOro CKpUHUHTAa 0Opa3loB MOJUIUVIOWAHOW TMIICHUIIBI C  LENbIO
unentudukamuu ramwiotuna Ppd-Alb 6pur ontumusupoBan [I[P-rerepoaymiiekcHblit
anamu3 (PucyHok 5), B mpoliecce KOTOpPOro MpOBOAMJIACH THOpUAM3aIus (HparMeHTOB

[TLP uccnenyembix 00pa3lioB ¢ aMIIMKOHAMHU paHee CEKBEHHUPOBAHHBIX pedepeHCHBIX
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nocieaoBarenpbHocTel. Mcnosb30oBaHMe JaHHOIO IOAXO0/a 3HAYUTENIBHO ITOBBICHIIO
uHpopmatuBHocTh [Il[P-anann3a, TOCKONBKY CTalo BO3MOXXHBIM HE  TOJIBKO
ompeneneHue rarmtorpymmnsl Ppd-Alb, HO Takke W peructpanus pacuieIICHUsT KaXKIoi
raryiorpynnsl Ha rarmioTunsl. B pesynbraTe, BO3pOCIO KOJIMYECTBO KOAOMHHAHTHBIX
JIHK-MapkepoB, Hecymux HHQOpPMALUI0 O MOJIMMOPPU3ME AaHAIU3UPYEMOIO Yy4acTKa

rcaomMa, KOTOPbIC MOKHO ACTCKTUPOBATL B XO/IC OJIHOM PCaKInU.

A pecepeHc Hap-4 pedepeHc Hap-1
500 n.H.
- z - - — - —— —— — ——
LR N g A - L
400 n.H.
B B N O NN 5 D N D -
o ¥ o ¥ o o Hap-3 o ¥ oo oF S o ¥ o o F Hap-3
pecepeHc Hap-4 pedepeHc Hap-3

500 n.H.
- <

e s e — —
~r -

11 Il I re I T r T MMM I I IrmmT ™1
400 n.H.
R —

Q,’\ Q,'\ N NG Qi‘b Qib Na Q,’\ > NG be Qﬁb M
RN Q"‘)Q Hap-3 Q{DQ RCAIRG Q@Q’ R s2\,23 Hap-3 Q\,bq @

Pucynok 5. IIIP-reTeponyruiekCHbIN aHamu3 I OBICTPOHM WACHTH(UKAIIUU
ramtotunioB Ppd-Alb (Muterko et al. 2015c¢). OrcyTcTBHE TeTEPOAYILUIEKCOB YKa3bIBACT
Ha TaIlUIOTUI AaHAJOTUYHBIM pedepencHomy. M — wmapkep mmuHbsl JIHK. (A)
['eTeponymiekcHbIi aHaIU3 00pa3ll0B IeKCAIUIOWIHON MINEHUIbI ¢ raruiorpymnmoi All
(Pl (168680, 295056, 520066, 159101, 294567, 294892, 352306, 272554, 352466,
355514, 168680, 295056, 520066, 159101, 294567, 294892, 352306, 272554),
UA0300245, PI (352466, 355514, 326319, 428343)), B koropom Hap-4 u Hap-1
UCIIOJIb3YIOTCS B KauecTBe peepeHCHBIX TalIOTUIIOB /it ruopuau3anuu. (b) Ananus 14
obpasrioB TeTtpartonanoit mmennnbl  (PI (233288, 352323, 466941, 190921),
UA0300214, Cltr (13712, 7688), Pl (211705, 220356, 221422, 278596, 94721, 655432,
286070)) c¢ wucnonp3oBanveM Hap-4 wu Hap-3 B kauectBe pedepeHCHBIX
MOCNIEZIOBATENILHOCTE  Tpu  (OPMHUpOBAHMM  TETEPOAYIUIEKCOB. B meHTpe
snekTpodoperpaMMbl MPEACTaBiIeH reTeporeHHbiii oopasen T. dicoccoides (Pl 233288),
KOTOPBIH, Tpu Tubpuau3amnmu ¢ Hap-3 oOpasyet aBa rerepoayriekca, COOTBETCTBYIONINE

Hap-4/Hap-3 u Hap1/Hap3.
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B ananusupyeMoMm reHetmdeckoM marepuane ramuiorpynma Al mpeobnagana B
TETPAIUIOUIHON TMIIEHMIIE, TOTJa KaK TeKCalIOMAHAas IMIIEHUIIA XapaKTepH30BajIach
NPUMEPHO PaBHBIM KoJindecTBOM oOpasnoB Hecymux rarmiorpynmnsl Al u All. Tem He
MeHee, anbTepHaTHBHBIC Tarmtorpymmbl Ppd-Alb mpencrtaBieHsl B pasiduHBIX BHAAX
reKCAIUTOMTHOM MIIECHUIIBI B pa3iudaHOM cooTHoreHuu (Tabmuma 2). Cpenu rarmioTHITOB
ramtorpynns! All, ranmorun Hap-1 napentudunuposan B 52% 00pa3ios, B TO BpeMs Kak
45% oOpa3uoB xapakrtepuzoBanuch ramioturnom Hap-3. Bce o6pasubr Buma T.
sphaerococcum necnu ren Ppd-Alb ¢ rammorunom Hap-1. Yersipe rammorumna (Hap-1,
Hap-3, Hap-12 u Hap-13) BeISBJICHBI B TETPAIIOUTHOW MIICHUIIE, P ITOM TaIlJIOTHIT
Hap-3 Obi1  oOHapykeH B ToJaBisomeM KkoiaudyectBe oOpasuoB (73%). B
TeKCaIUIONHOM TIIeHUIle ObUIM MpeNCTaBlIeHbl TONbKO ramotunsl Hap-1 u Hap-3, ¢
npeobiaganueM oOpas3noB Hecymux Hap-1 (63%). OgHako npu UCKITIOUYEHUU 00pa3lioB
Buga T. sphaerococcum, ¢pakmus Hap-1 cokpaimmaercs 10 42%. B 1enom, comocraBuB
pacrpeneiicHie ajdbTepHATHBHBIX ramioTurnoB Ppd-Alb B monuruionmHOW mieHUIe
MOXKHO 3aKIIO4HTh, uYTo Hap-1 Haubonee MmMUPOKO pacmpocTpaHEeH HUMEHHO B
rekcariongHot mmenune (94 %, win 88 % nmnpu uCKIOYeHHH oO0pasioB .
sphaerococcum). Tarutotuner Hap-12 (T. durum) u Hap-13 (T. dicoccoides) Bo3uukm,

BEPOSTHO, Mo3xe yeM Hap-1 u aBnsroTcs BuaocneunGuuHbIMH.

Ta6amua 2. Pacripoctpanenue ramiotunoB Ppd-Alb B numionaHoi u

TIOJTUTIONTHOM TTIIeHUIIe (0000IIEeHHBIC JaHHbIe, BKIto4as pe3ynbrathl in Silico ITL[P).

I'anuorun
Bun (K0JIM4eCTBO) MPOLIEHTHOE
COOTHOIIIEHHE JA JAHHOI'0
BH/IA
Hap-8 (28) 75.68%
T. urartu Hap-9 (3) 8.11%
Hap-10 (6) 16.22%
Hap-1 (7) 16.28%
Hap-5 (2) 4.65%
Hap-6 (5) 11.63%
T. dicoccoides Hap-7 (2) 4.65%
Hap-3 (7) 16.28%
Hap-4 (19) 44.19%
Hap-13 (2) 4.65%
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I'anorun
Bun (K0JIN4eCTBO) NMPOLIEHTHOE
COOTHOLIEHHE JIJIS1 JTAHHOT O
BH/IA
Hap-3 (2) 16.67%
Hap-4 (10) 83.33%
Hap-2 (8) 9.3%
Hap-3 (22) 25.58%
Hap-4 (52) 60.47%
Hap-1 (4) 4.65%
Hap-4 (85) 93.4%
T. durum Hap-12 (4) 4.4%
Hap-3 (2) 2.2%
Hap-3 (1) 5.56%

T. dicoccum

T. turgidum

T. carthlicum Hap-4 (17) 94.44%

T. polonicum Hap-4 (22) 100%
Hap-11 (5) 62.5%

T. timopheevii Hap-6 (2) 25%
Hap-2 (1) 12.5%

T. ispahanicum Hap-2 (2) 100%

T. turanicum Hap-4 (7) 100%
Hap-1 (9) 33.33%

T. aestivum Hap-3 (6) 22.22%
Hap-4 (12) 44.45%

T. sphaerococcum Hap-1 (18) 100%
Hap-1 (4) 20%

T. compactum Hap-3 (6) 30%

Hap-4 (10) 50%

Hap-1 (3) 13.64%
T. spelta Hap-3 (2) 9.09%
Hap-4 (17) 77.27%
Hap-3 (3) 30%
Hap-4 (7) 70%
Hap-3 (2) 66.67%
Hap-4 (1) 33.33%

T. macha

T. vavilovii

Jlnist IOBBIICHNsT MHPOPMATUBHOCTH aHAIIM3a PAaCIpOCTPaHEHHs rariotunos Ppd-
Alb B mireHurle, MOJyYCHHBbIC PE3yJIbTAThl OBLUTH JOIOJHEHBI pe3ybTaTaMH aHAJH3a
nocienoBarenbHocTel gparmentoB in silico TP 426 oOpa3ioB u3 0a3bl JaHHBIX
GenBank (Tabmuma 2). Haubonblnee KOTUYECTBO pPAa3IUYHBIX rarioTunoB (7
raluioTHIIOB) BBISIBICHO y Buma 1. dicoccoides (mukas monba). B rterpammonaHoit
nireHune ramwiotunn Hap-4 mnpeoGnamaer B Bumax 1. durum, T. polonicum u T.

carthlicum. Pesynpratel (uaoreHerndyeckoro ananusa rarmtotunoB Ppd-Alb u ux
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pacupoCTpaHCHHOCTH B  pPAa3JIMYHBIX BHAAX MIICHUIBI XOPOHIO CONIACYOTCAd C

CYIIECTBYIOIIMMH IIPEACTaBICHUAMHU 00 3BOIONKH poaa Triticum (PucyHok 6).

pai iy

pan Al | S
/\
Hap-7 Hap-8

All / / \

1 H?H Hap-2 Hap-6 T, urartu T. monococcum
Hap-1 Hap-2 Hap-3 Hap-2 Hap-6 ~ Hap-9 Hap-10
Hap-4 Hap-6 Hap-7
P N T. timopheevii
Hap-1 Hap-3 Hap-4 Hap-1 Hap-2
Hap-6 Hap-7 Hap-3 Hap-4 Hap-11

T. dicoccoides T. turgidum Hap-2

T. ispahanicum

l ! | l
] Hap-3 Hap-4 Hap-4 | Hap-5  Hap-13

l

T. durum T dicoccum T. carthlicum T. polonicum T. turanicum
T. spT:-/ta

!
Hap-12 I

\Hap-1 Hap-3 Hap-4 [Hap-3 Hap-4[

T compactum\f aestivum T macha T. vavilovii
Hap-1
T. sphaerococcum
Pucynok 6. WurterpupoBanHas aumarpamMma pe3yibTaTOB aHaidu3a (UIOTCHUU

rarmtotunioB Ppd-Alb ¢ pe3ysibpTataMu UCCIIeIOBaHUS UX PACIIPOCTPAHEHUS B Pa3IMYHBIX

Buaax mmenuisl (Muterko et al. 2015c¢).

lamnorpynma Al umeer mmupokoe reorpaguueckoe pacupoCTpaHEHHE U
npeoOyiajaeT B CEBEPHBIX M ceBepo-3amaiHbix pernoHax: EBpoma, Poccus, CeBepHas
Adpuka, Dduonus, bmwxkumii Boctok, Aprentuna, Kanmanma (IIpunoxenue 8). B
IPOTUBOMOJIOKHOCTh 3TOMY, ramiorpymnmna All npeobinagaer B 10)KHBIX PETHOHAX TaKUX
kak Wunusa, [lakucran, Wzpawnp, Kurait m CIIA, u vactuuno B AdraHucrane,

[Tanectune u Typuuu.
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3.1.4. HoBble 1aHHbIE YTOUYHSIOT U KOPPEKTHPYIOT CyLIECTBYOIIME MPeACTABJICHMS

0 CTPYKTYpe€ M 3BOJIIOIHY ramiotunos reia PPD-Al

B npenpinynmux uccnenoBanusix TakeHaka m KaBaxapa B pe3ynbTaTe aHajin3a
MEPBUYHON CTPYKTYphl ydacTKa TE€HOMA, MPOAOJDKUTENbHOCThIO 5823-7076 m.H. B
npejeax KoToporo JiokanuzoBaH reH PPD-Al B aumuiongHON W TETparuiougHOM
nirenune uacHTudunuposanu 67 ramrorunoB (Takenaka et al. 2012; Takenaka et al.
2013). Onwm pa3meniv 3TU TarioTuIel Ha aBe ramtorpynnsl (Al u All), ocHOBBIBasiCh Ha
MOCJIEI0BATENILHOCTU HYKICOTUAOB JUIMHHOU ~200 M.H., JOKaIM30BaHHOW Ha 1 KO BhbIlIe
cTapToBOr0 KojoHa. Tem He MeHee, B pesynbTare in silico TP, mpoeaeHHOro B
HACTOSILEM HCCJIEJAOBAHUU, C MpailMepaMH MNPEeUIOKEHHBIMUA Uil WACHTU(DUKAUU
JMAHHBIX TAaIJIOTPYIIN, HE YAANOCh pa3lIeNuTh BHIOOPKY OOpa3loB CTPOro Ha JBE
rarIorpyIIbl, MOCKOJIbKY ObLIO HAeHTU(UIIMPOBaHO 11 aMIJTMKOHOB pa3IMYHON JTUHBI.
B cooTrBercTBUM ¢ KpuTepusmH, npemsioxkeHHbIMH TakeHaka u KaBaxapa mis
onpeznenenus ramwiorpynn PPD-Al, ¢parmentst TP pazmepom 235, 243 u 244 n.h.
JIETEKTUPYIOT ramorpymnmny Al, B To BpeMs Kak aMIUIMKOHBI aiuHOU 146, 153, 156, 245,
248, 251, 256, 279 mn.H. unentudunupyrotr ramwiorpynny All. B HacTosmem
uccienoBanuu ramiotunsl Ppd-Alb Obuth pacmpeseneHsl Mo IBYM TamiorpynmnaMm Ha
OCHOBAaHHUU JIaHHBIX (PWIOTEHETUUYECKOTO aHalu3a, PEKOHCTPYKIHH HepapXuuecKon
CTPYKTYpPbl MEXaJUIEJIbHbIX aCCOLMAlMi W OMNpeiesieHUs MpearnoiaraeMoro mnopsjaka
JTUBEPTEHIIMN TaIJIOTUIIOB, YTO JIEJIaeT JAaHHBIN MOAXOJ HamOojee MPUOIMKEHHBIM K
€CTECTBEHHOMY X0y coObITHii. Kak Oymer moka3zaHo jgajnee, MpaBOMEPHOCTh JAaHHOTO
YTBEPKJAEHUS TMOJKpEIUIeHa XOpOIIeH COrTaCOBAHHOCTBIO TOJYYEHHBIX JaHHBIX C
CYIIECTBYIOUIMMHU TMPEJCTABICHUSIMU B PpAa3JIMYHBIX AacCHeKTaX MPOUCXOXKICHUS U
sBoNroNMK TeHulbl. Kpome toro, 6wsuto oOHapyxkeno, uro OHII 248T/C, xoTtopsrit
paznuuaet ramiotunsl U3 ramwiorpynn Al u AIl Mmonynupyet kpuBnu3ny Monekyisl JITHK
u oOyclaBiIMBaeT, TaKUM oO0pa3oM, pa3iaudus B ToABMXKHOCTH ¢parmenTtoB [P,
JNETEKTUPYIOIIUX AIbTEPHATUBHBIE TalUIOTHUIIBI, Y€pe3 MOJUaKpUaMUIHBIN Tenb. B aToi
cBsi3u, ramioTunbl reHa Ppd-Alb moryr ObITh 0€30mIKMO0YHO pachpeseCHbl Ha
ramiorpymnmnel B xoxae anektpodopesa mnpoayktoB [P B ITAAI, wusberas
cekBeHupoBaHue. Takenaka u Kaaxapa rtaxke npeanosaranu, 4ro ramiorpynna All

apnserca Oonee apeBHed, yeM Al, mockoyibKy Bce 00paslibl OAHO3EPHOM MIIEHUIIbI
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xapakrtepusoBanuck ramwiorpynnoid All. B Toxe BpemMs OHM YCTaHOBWJIM, 4YTO K
rarmtorpymnme All npunagiexxur B 2.5 pa3a MeHbllIe raluIoTUIOB, yeM K Al, 111 KOTOpBIX,
IpU 3TOM, XapakTepHO Ooiiee y3Koe reorpauyeckoe M BHJIOBOE pPacHpOCTPaHEHUE.
OpnHako, MOCKOJBKY OJHO3EPHSHKH SIBISIFOTCS TUIUIOMIHBIMU TpeAKaMu A reHoma (B
YAaCTHOCTHU CUHMTAETCs, 4To . urartu siBasieTcst TOHOpOM A TreHOMa JjIsl TETPATIOUTHBIX
(remomublii  coctap BBA'A", GGA"A") wu rexcamnonHelx (T€HOMHBIA COCTaB
BBA"A'DD) BHI0B MIIEHKIIEI) TO BEPOATHO, YTO UX TaILIOrPYIIA JO0JKHA IPeo0IafaTh
B TMOJMIUIONAHON MIIeHuIe. B HacTosmeM HccleJoBaHUHM TMOKa3aHO, YTO OJHO3epHas
nmiennna . urartu mpunamiexxut k ramiorpynne Al, koropas Hanbosiee HIIMPOKO
pacnpocTpaHeHa B IMILIEHUIE, CJEeI0BaTelbHO, Oojiee BEPOATHO, YTO €€ TaIIOTHII-
OCHOBATeJb SIBIISIETCS OoJjiee JPEBHHM, Y€M TalulOTHUI OCHOBaBIIWiU rarutorpynmny All
Kpome Ttoro, Owuio oOHapykeHo, 4to xotTs In Silico amminkonsr o0Opasio T.
MonococcUm copep:kaT WHCEpHHio 4 IM.H., KOMOMHAIMS ajuieJell U3 CEerperupyromux
no3uiui popmupyer ramtotun Hap-8, mpuHamnexamuii 6ojee IpeBHEH Taruiorpyrie
Al D10 Takke MOATBEPXKIAET CYIIECTBYIOIIEEC MPEANONOKEHHE OO0 3BOJIIOIUOHHO
OJIM3KOM OTHOIIIEHUH MEX Ay Bugamu 1. monococcum u T. urartu (Johnson et al. 1976).

BoiiBuHYyTOE B HACTOSILEM MCCIEAOBAaHUM MPEANOJIOKEHHE O TOM, YTO
rafuiorpynna Al spomtonmonHo  crapumie Al ocHOBbIBaeTcsi Ha  ClIeIyIOLIUX
Ha0moaenusx: (1) K rammorpynme Al mpuHamiexaT BCEe TaluIOTHIIBI, CHEUpUUIECKHIE
JUIS oJHO3epHOU mmreHuIsl (T. monococcum, T. urartu) u oHa Takke mpeoOagacT B
TeTpaIIONIHbIX BuAax, (2) lamnorpynna Al BkitouaeT B ceOsi Oosbliiee KOJUYECTBO
rarmioTumnos, (3) Al xapakrepusyeTcst HanboJiee MUPOKUM BUIOBBIM M TeorpapuuecKum
pacnpocTpaneHueM, (4) 95TO TOATBEPKIAeTCS pe3yyibTaraMu (PUIOTEHETUYECKOTO
aHajgu3a U TMOPSJIKOM JMBEPTreHIIMH TrarioTurnoB. Kpome Toro, JaHHBIN BBIBOJ TaKKeE
coriacyercs ¢ TreorpaduueckuM pacrpocTpaHeHueM ramtorpynnsl Al  koTtopas
npeobnanaer B ctpaHax Ilnogoponnoro Ilomymecsina, U sIBAsSETCS UCKIIOYUTENIBHON B
Nopmanuu (100% o6pa3noB umerot rammorpynny Al), Jlusan (100%), Upan (95%) u
Upaxk (82%), a, kak uzBecTHO, cTpanbl [Inomopoanoro [lonymecsia sBISIOTCS IEHTPOM
npoucxoxaeHuss u gomectukanmu mmenunsl (Kilian et al. 2009; Matsuoka 2011). B
HACTOSIIIIEM MCCIIEIOBAHUM TakKe I[O0Ka3aHo, yTo ramorpynmna Al Ttakxe HIHPOKO
pacrpocTpaHeHa B CeBEpHBIX pernoHax, torga kak All mpeo6nagaer B CIIIA wu roro-

BOCTOYHBIX peruoHax, Takux kak Wunus, Ilakucran, Wzpamns. Kpome Toro, Bux T.
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sphaerococcum xapakrepusyronuiics rarutoturiom Hap-1 u3 rarmorpymmst All siBiisiercst
sHAeMuYeckuM BuaoM Munuiickoro kontuHeHTta ([lakuctan u ceBepo-3amamnas MHmws)
(Ellerton 1939). Takum o6Opa3zom, HaOiomaeMoe reorpaduvyeckoe pacripoCTpaHEHHUE
ramwtorpymn Al u  All (PucyHok 7) XOpomio corjiacyercss ¢ CyIIECTBYIOIIUMH
NPEJCTaBICHUSIMU O TeorpaUuecKux HAMpaBICHUSAX IO KOTOPBIM IPOXOIUIIA
JOMECTHKAIlMK  TIICHUIBI: HAa BOCTOK K MHamm w Ha ceBepo-zamaa K

Cpenuzemuomopckomy noodepexbio u Esporne (Kilian et al. 2009; Matsuoka 2011).
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Pucynoxk 7. Tecorpaduyeckoe pacmpoctpanenue ramitorpymnn  Ppd-Alb

JTUIUTOMIHOM, TeTparyiongHod | rekcarionaHor mmeHunbl (Muterko et al. 2015c).
CrpenkaMu 000O3HAUYCHBI JIBA OCHOBHBIX IeorpaUyecKUX HAmpaBJICHUS JOMECTHKAINU

INIICHUIIBI.

OpnomamauBanue T. turgidum xauanocs ¢ aukoii mon6er T. dicoccoides (Matsuoka
2011). B nacrosmem uccienoBanuu ramwiotun Hap-7 uaeHTudunmupoBad Kak IpeKOBbINA
TaryIOTHIT Il BUJIOB TIOJMIUIONIHOW MIIICHHUIIBI M JETEKTUPOBAH TOJBKO B oOpasmax T.
dicoccoides. Kpome Toro, cpeau TeTparuIONIHBIX BHIOB TOJBKO B oOpasmax T. turgidum
(4.65 %) u T. dicoccoides (16.28 %) Bctpeuancs ramiotun Hap-1, KOTOpBINA HMIMPOKO
pacrpoCcTpaHeH B TIeKCAIUIOWAHOW TmiieHuIe. JlaHHbIC pe3yabTaThl COTJACYIOTCS C
NPOUCXOXKICHUEM TeKcaruiongHou mieHurpl ot 1. dicoccoides (nuuums T. turgidum)

(Matsuoka 2011) mapasnensrao Bugam T. durum, T. polonicum u T. carthlicum.
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Peskoe cHmxkeHue pasHooOpasus ramiotunoB Ppd-Alb  waGnromaercs mpu
NPOXOXKIECHUH  4Yepe3  "OYThUIOYHOE  TOpJBINKO" B CBSI3M C  COOBITHUSAMH
aUIONONIUIUIOAN3auk U BujpooOpasoBanus  (Pucynok  6). U3BectHo, 4TO
AUIOMOJUIUIONIN3AIAS ~ YacTO  COMPOBOXIAETCS  CHIKCHHEM  T€HETHYECKOTO
pazHooOpa3usi, OOYCIOBICHHBIM TPOXOXIACHUEM TOMYJISIUU 4Yepe3 "OyTBUIOYHOE
ropisiiko" compopoxaaromeecs ‘addexrom ocuoatens” (Haudry et al. 2007; Feldman
et al. 2012). Kak moka3aHO B HACTOSIIEM HCCJICIOBAHHH, B TETPAIUIOMIHOMN IMIICHUIIC
npeobnamaer ramrorpynmna Al. OmHako mociie BO3HHUKHOBEHHUS aJUTOTEKCATUIOMIHBIX
BUJIOB MIIICHHUIIBI ITUPOKOE paclpocTpaHeHue noiaydaet ramtorpynna All. 3BecTHO, 9TO
abdext "OyrbuiouHoro ropiabimka’" u o "addexr ocHoBarena'  COMPOBOXIATU
NPOMCXOKJCHHE TaKuX BUIOB Kak 1. shaerococcum u T. polonicum. Bce oOpasiisr Buaa
T. shaerococcum, mnpoaHalM3MpPOBaHHBIC B HACTOSINEM HCCIICIOBAHUH, OOIagaIN
rarutoturioM  Hap-1 (rammorpynma  All), xoTopbiii mpeobiagaeT B TIeKCArUIOHMTHOMN
MIICHUIC. AHAJIOTMYHO, BCE IpOAHAIU3UPOBaHHBIE oOpa3msl 1.  polonicum
XapakTepuzoBaiuch ramiotunom Hap-4 (Al), mpeobnamaromuM B TETParuIOWTHON
nireHune. Hu3Kkyro TeHETHYeCKylo BapuaOelbHOCTh ITHX BHIOB, a TaKXKe BHUJIOB 1.
carthlicum u T. turanicum MoOXHO OOBACHUTH HX OoOJie€ IO3JHUM DBOJIOIMOHHBIM
NpOUCXOXKAeHHEeM. PemnpoaykTuBHas u30yAmMs (BKJIIOYAsh H30JSILUI0, CBSI3aHHYIO C
KyJTbTHBUPOBAHUEM)  TaKKe  OOBSACHSACT  BO3HUKHOBEHHE  BHIOCHEIUDUUCCKUX
rariotunoB B T. timopheevii (Hap-11), T. urartu (Hap-8, Hap-9, Hap-10), T. dicoccoides
(Hap-5, Hap-7, Hap-13), T. durum (Hap-12), a Tarxke creriuduueckoil HHCEpIHH 4 M.H. B

rarutotunie Hap-8 y T. monococcum.

3.1.5. UnenTudukanus HoBoro awienas Ppd-Ala.4

B xome TP ¢ mapoii mpaiimepoB durum_AgSdel F2/durum_AgSdel R2 B nByx
obpaszmax T. compactum (Pl 114638 u PI 164160) u aByx oOpasumax T. spelta
(UA0300218, PI 348700) He ymanoch MONYYHTbH II€NEBbIE MPOAYKTHI aMIUIM(UKALUU
(Pucynok 8.A). JlaHHOE 00CTOSATEILCTBO MOIJIO YKa3bIBaTh HA MPHUCYTCTBUE B 00JIACTH
npomotopa reHa PPD-Al mpotrsokennbix genernuii pazmepom 1085, 1027 u 1117 m.h.
KOTOpBIC XapaKTepU3yIOT paHee uaeHTUuuupoBanubie autenu Ppd-Ala.l, Ppd-Ala.2 u

Ppd-Ala.3, coorBerctBenHo. Oanako maomuHaHTHbie amenu Ppd-Ala.2 u Ppd-Ala.3
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BBISIBJICHBI TOJIBKO B TETPAIUIOWTHON TIICHWIIE W, BEPOSTHO, WMEIOT TO3/IHEE
npoucxoxkacaue B coprax T. durum (Wilhelm et al. 2009; Bentley et al. 2011). ITapa
npaiimepoB durum_Ag5del _F1/durum_Ag5del R2 ucnoas3yercs mns uacHTHGHUKAIMHA
amnencii Ppd-Ala.2 u Ppd-Ala.3 B xoxe ITLIP (Wilhelm et al. 2009). Oxgnako aenerus
pasmepom 1085 m.H. B oOmactu mpomotopa amrenas Ppd-Ala.l (xoropbrit
UICHTH()UIIUPOBAH B T'eKCAIUIOMIHOW MINCHUIIE T. @estivum) oxBaThIBaeT CalT OTXKHra
npsimoro mpaiimepa durum_AgSdel F1. /s unentudukanmu amnens Ppd-Ala.l panee
ObuTa mpeIokeHa mapa mnpaiimepos TaPpd-AlprodelF1/TaPpd-AlprodelR2 (Nishida et
al. 2013). Oxnako BBIpaBHHBAHHME HYKJICOTHIHBIX MOCIea0BaTeIbHOCTH 230 00pa3ioB
BBISSBIJIO DPSJI TOJTHMOPGHBIX IMO3UIMKA B caiiTe oTxura mpsMoro mpaiimepa TaPpd-
AlprodelF1 (OHII: T6A, C11T, CI12T, T20C). B aT0ii cBs3u OblT pa3paboTaH HOBBIN
npaiimep Ppd-AlproF, kortopsiii omxwuraercs Ha 47 mn.H. Bblle npaiimepa TaPpd-
AlprodelF1. Ilapa mpaitmepoB Ppd-AlproF/durum AgS5del R2 Gwuia ontumusupoBaHa
misi nposenenust [P, nHampaBieHHON Ha MICHTHU(PUKAIMIO BCEX U3BECTHBIX
nomuHaHTHBIX ayuteneit Ppd-Ala (Ppd-Ala.l, Ppd-Ala.2 u Ppd-Ala.3). B xone naHHOMI
[TLIP, ¢pparmentsr pazmepom 405, 463 u 372 n.H. nerexktupyroT awienu Ppd-Ala.l, Ppd-
Ala.2 u Ppd-Ala.3, coorBerctBenHo. B pesynbrate I[P aHamu3a ¢ maHHOW mapoii
npaiiMepoB JBYX oOpasmoB T. spelta m T. compactum, B mMOC/IEIHHX BBISBICHBI
dparmenTs! puHOM 806 m.H. (Pucynok 8.A). JlanHbie pparMeHThI ObLITH KIIOHUPOBAHBI U
cexkBenupoBanbl (GB: KJ767779, KJ767780). AHanmu3 TEpPBUYHON CTPYKTYpPBI
uaeHTU(OUIIMpOoBaT HOBBIM amiens reHa PPD-Al, KOTOpbld COAEPKUT JACNICIHIO
pazmepoM 684 m.H. Ha ywacTke mnpomMoTopa B mno3uiuu -302. HoBbiii amiens, B
COOTBETCTBHE C cymiecTByronieir Homenkiatypoi (Nishida et al. 2013), 6pu1 0003HaUCH

kak Ppd-Ala.4.
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Pucynok 8. I[11[P-ananu3 yuactka npomoropa rena PPD-Al (Muterko et al. 2015c).
(A) DraexTpodope3 B arapo3HbIX TIelIX MPOAYKTOB aMIuddukamuu o0pasioB T.
compactum (PI 114638, PI 164160), necymux amiens Ppd-Ala.4 u obdpasuos T. spelta
(UA0300218, PI 348700) ¢ mapamu mpaitmepo: Ppd-AlproF / durum_Ag5del_R2, Ppd-
AlproF1 / durum_Ag5del R2 u Ppd-AlproF / TaPpd-BlintlR1. O6pa3mer T. durum c
Ppd-Ala.2 (UA0200701) u Ppd-Ala.3 (UA0201386) ObuLid HCIIOJB30BAHBI IS
TecTUpoBaHus paspaboranHbix II[P-mapkepoB. (B) MHOXeCTBEeHHOE BBIpaBHHUBAHHE
HYKJICOTHIHBIX ITOCIICIOBATEIBHOCTEH 00JIACTH MPOMOTOpa JOMHHAHTHBIX ayueneii Ppd-
Ala u amnens gukoro tuna Ppd-Alb. Ykazausl pasMepsl aenenui, JoKaau3alus cCaiToB

OT)KUTa MpaliMepoB U paHee 0003HAYEHHOTO "KPUTHYECKOTO yJacTKa' .

[Ipaitmep Ppd-AlproF1 c¢ caiitom omkura B mo3uruu -1611 m.H. 6s1 pazpaboran
JUISL pacliupeHus: aMILTU(DUIIIPYEMOro ydacTka B CTOpoHy 5' koHna. B pesynerare I11[P
¢ mapou mpaiimepoB Ppd-AlproF1/durum AgS5del R2 Obimm mosydeHbl (parMeHThI
mmaHoN 908 w 565 m.H. s amwteneir Ppd-Ala.4 w Ppd-Ala.2 (GB: KJ767781),
COOTBETCTBEHHO. (OJIHaKO, MO-MPEXKHEMY, OTCYTCTBOBAJIM aMIUIMKOHBI B oOpasmax T.
spelta (UA0300218 wu PI 348700). Hcnonws3oBanue obOparHoro mpaiimepa TaPpd-
Blintl1R1, xoTopsiif 6611 panee pa3pabotan it aMmiuindukanuu ydactka rea PPD-B1,
HO KakK MOKa3aJio BhIpaBHUBaHUE coaepkUT Tosibko oaud OHII, B caiiTe oTxkura B rexe
PPD-A1, 66110 00ycoBICHO HEOOXOAMMOCTBIO PACIIMPEHUS aHATU3UPYEMOI 00J1acTH B
ctopoHy 3' kxoHua. JlaHblii mpaiiMep OTXKHUraercs B MO3UIMH 226-245 1.H., 4TO
MO3BOJISIET OXBaTUTh HK30H-1 M 55 m.H. mepBoro uHTpoHa reHa PPD-Al. TIlapa

npaiimepos Ppd-AlproF/TaPpd-Blint1R1 6buta onTuMH3upOBaHa ISl aHAIM3a 00pa3IoB
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UA0300218 u PI 348700 Buga T. spelta. Tem He MeHee, B TO BpeMs Kak (pparMeHTHI
JuHHOM 727, 636 1 1070 11.H. JeTeKTHPOBAaHbBI B 00pasnax, Hecymux amutenn Ppd-Ala.2,
Ppd-Ala.3 u Ppd-Ala.4, coorBercTBeHHO, B oOpaszmax T. spelta (UA0300218 u PI
348700) mpoayKThl aMIUTU(GUKAIIUN HE BBISIBIICHBI.

Jns ompeneneHuss BIMSHUS OOHApY>KEHHOTO MOIUMOp(PU3MA B PETYISITOPHOM
yuactke TeHa PPD-Al Ha 4yBCTBHTENBHOCTH K (poTomepuoay, odpasmsl 1. compactum
(PI 114638) u T. spelta (PI348700) Obuin BBIpalleHbl B TEIUIMYHBIX YCIOBHSX, 0€3
SApOBU3ALMKM Ha TPOAOKUTENsHOM (16 4) m ykopoueHHoMm (9.5 4) ¢oronepuoze, u
TeHOTUIIUPOBAHBI 1O CEpUUM  TroMeoloruuHbix reHoB PPD1 ¢ momomibio
cootBercTBYrommx JIHK-mapkepoB. Hu oguH M3 W3BECTHBIX JNOMHHAHTHBIX aJUIEIEH
renoB PPD-B1 u PPD-D1 He BwIsiBiieH B maHHBIX oOpasnax. O6paser T. compactum (Pl
114638), BeIpallleHHBIH Ha JUIMHHOM JHE, BBHIKOJIAIIMBAJICSA Ha 18 aHel paHbIle, YeM Ha
KopoTkoM. He oOHapy»eHO pa3HUIIBI 10 BPEMEHHU BbIXOja B TpyOKy oOpasma T. spelta
(PI 348700) B ambTepHATUBHBIX YCIOBHUSIX (oromepuoga. OmHAKO TOJBKO HA JUTMHHOM
nHe Bpemsi komomeHus obpasma PI 348700 cocraBmiio 60 mme#t, Torma kak Ha
yKOpoYeHHOM (oromnepuoge ¢a3za KoJomIeHHs He ObUla JOCTHUTHYTa K KOHILY
skcriepumenTta (110 ngmeit). Jlannoe HaOmroleHWe  yKa3plBaeT Ha  clIadyro
YyBCTBUTEIILHOCTh K (hoTomepuony oOpaszma T. compactum, Hecymero amieiab Ppd-
Ala.4, v cUIBHYIO YYBCTBHTEIBHOCTh K JUTMHHOMY JIHIO 0Opasia T. spelta ¢ myTaHTHBIM
reHom PPD-A1.

B mpensiaymem uccaenoBanuu Bunbrensm u coaBtoper (Wilhelm et al. 2009)
o0o3HaumM ydacTtok pasmepom ~ 900 m.H. B oOmactu mpomortopa reHoB PPDI1 kax
KPpUTUYECKUI  JJig  perynsauuu  ux  skcnpeccuu. [enemus B 684 1m.H.,
uneHtudumpoBannas B awiene Ppd-Ala.4, TOTHOCTRIO 3aXBaThIBACT  BBICOKO
KoHcepBaTHBHYIO 00nacth (100 m.H.) U OONBIIYI0 YaCTh KPUTHYECKOTO ydYacTKa, 3a
uckmouenneM 207 mH. ¢ 5' koHma. Kpome Ttoro, nanHas pgenenusi MOJHOCTHEO
nepekpeiBaercs jgenenuert 1027 mH. B amrene Ppd-Ala.2. OmpHako B OTIMYHE OT
nociennei, aenerus B awiene Ppd-Ala.4 dnaHkupoBaHa JUHYKICOTHIHBIM MMOBTOPOM
("GC"). HanHoe 0OCTOSITEIHCTBO YKa3bIBaC€T Ha TO, YTO JeJelus B mpomotope Ppd-
Ala.4, BepodTHO, TIpoM3olLIa B pPE3yJbTaTe HETOMOJOTMYECKON penapauuu
nByxienouyeunoro paspeiBa JIHK ¢ coeauHeHMEM KOHIIOB, COMPOBOXKIAIOIIUMCS

onHouenoueyHbiM omkuroM (Puchta 2005). JlanHblli MeXaHU3M OOpa30BaHUs JCICIIHIA
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XapakTepeH s OOJbIIMHCTBA Jenenuil, wuaeHtupuuupoBaHHbix B reHax VRN1
(Cockram et al. 2007b) u, BeposTHO, mns menenuud B mpomorope amtens Ppd-Ala.l
(Nishida et al. 2013). B To Bpems Kak Bce 4eThlpe NOMUHAHTHBIX aiens Ppd-Ala
IICPEKPBIBAIOT 00U yuacToK Mexkay —986 u —336 m.u., nenenus B awiene Ppd-Ala.4
SIBIISIETCSI Hanbosiee KOopoTkoi m3 Hux (Pucynok 8.B). DTO MpHBOIUT K CIABUTY JICBOW
IpaHuIlbl KpUTHYECKOro ydacTka Ha 207 I.H. B HalpaBJ€HHH CTapTOBOTO KOJOHA
OTHOCHUTEIJIPHO €€ MPEABIAYIIEH JTOKAIH3aIuH, TeTEPMIUHIUPOBAHHOMN 5' KOHIIOM JIETEITUU
B ayene Ppd-Ala.3.

[Tockonpky B pesynbrare I[P ananmsa mpomoropa PPD-Al B nByx obOpasmax T.
spelta (UA0300218 u PI 348700) He ymanoch MOMYy4YUTh MPOIYKTHI aMILTH(HKAINH,
MpeAroJiaracTcs, YTo JaHHBIC 00pa3Iilbl coJepkaT MyTallK B mpoMoTope reHa PPD-AL,
KOTOPBIC OXBATBIBAIOT CANTHI OTXKUTA MPAMEPOB WJIM KPYITHBIC WHCEPIIMH, KOTOPHIEC HE
MOTYT OBITh ammuiiuuupoBaHbl Tpu AaHHbIX ycnoBusix [II[P. BreipamuBanue
AKCIIEPUMEHTAIBHBIX 00pa3lloB B YCJIOBHSIX NPOAOHKUTEIBHOTO M COKPAIICHHOTO
dboTomneproaa mokazajgo, YTO JAaHHBIE MYTAI[MU HE OKa3bIBAIOT BIUSHUS HAa CHIKEHUE
YYBCTBUTEILHOCTH K (POTONEPHUOY U OMPEILNSIOT, TAKUM 00pa30M, HOBBI MYTaHTHBIN
BapuaHT pereccuBHoro amiens Ppd-Alb.

W3BectHO, uTo it pyHkuuonupoBanus reHoB PPD1 He xapakrepHa reHOMHas
cenuuuHocTh. B 3TOM CBsizm gomuHaHTHBIE aymiend PPD1 u3 pa3nuuHbIX T€HOMOB,
coJiep)Kalllie CXOJHBIE MYTAIlMH, XapaKTEePU3YIOTCS TakKe MOJOOHBIM CHUKEHUEM
YYBCTBUTEIILHOCTH K (DOTOMEPHOAY U COKPAIICHUEM ITEPHO/Ia 0 KOJOMICHUS B YCIOBHSIX
kopotkoro nHs (Bentley et al. 2011; Shaw et al. 2012). WaentudunupoBanHbiii B
HACTOSIIEM HCCIIeJOBaHUU HOBBIN aiienb Ppd-Ala.4 mMokeT OBITh HCIOJB30BaH Kak
TCHCTHYCCKHA  WCTOYHUK IS CCJIGKIIMM  PAHHECHENbIX COPTOB €  HHU3KOU
YyBCTBUTENBHOCThIO K ¢oronepuoay. Kpome Toro, mnepeomnpeseieHue TpaHUI]
KPUTHYECKOTO y4acTKa OyJeT MoJjie3HO B 00JIee TOUHOW MIACHTU(DHUKAIIMK PETYISITOPHBIX
nociyeqoBarenbHocTel B mpomotope reHoB PPD1, koTopeie k HacTosAleMy BpeMEHU He

YCTAHOBJICHBI.
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3.2. Anaau3 nojaumopdusma resa PPD-B1 B mosmmmionaHoi nmennue

HccnenoBanue perysiTopHoro ydactka npomotopa rera PPD-B1 npoBoaunocs Ha
FEHETUYECKOM Marepuaine 77 o0pa3loB MATH BUIOB rekcamongHo u 103 oOpasuax
IIECTH BHOB TeTparutonaHoi mienuisl (Myrepko u ap. 2013a; Myrtepko u ap. 20130;
Mytepko u ap. 2014). B kadecTBe KOHTpOJIS MCIONB30BAH COPT MATKON MIIEHUIIBI

Chinese Spring.

3.2.1. Onrumuzanus IIP-ananu3a /s uccienoBaHus 06J1aCTH MPOMOTOPA reHa

PPD-B1

B npenpiaymmx uccienoBaHUSX IMEpBUYHOM cTpykTypsl TeHa PPD-B1 B
terpamtonanoi menwuie (Takenaka et al. 2012) ObL1 BBISBICH psJT MyTaIlMil Ha y4acTKe
IIPOMOTOpPa, K 4YeThlpeM M3 KOTopelXx mnpenoxkensl [HK-mapkepel. Kpome Ttoro, B
3aBUCHUMOCTH OT coctaBa mocnenoBarensHocTd JJHK u3 30 m.H., nokanu3oBaHHON Ha
ydacTke -586 — -616, oOpasmer ObutH pacrpenenceHsl Ha aBe ramiorpynmsl (Bl u BII)
(Takenaka et al. 2012). Omnako B Hacrosiiee BpeMs OTCYTCTBYET HH(pOpMAIIHs
OTHOCHUTEIBHO MOJIEKYJISIPHO-TEHETUYECKUX MAapKepoB, KOTOpble MOXHO ObUIO Obl
UCIIOJIb30BaTh JUIsl aHaiu3a obmactu mnpomoropa reHa PPD-Bl nmo Heckonbkum
MYTaIUsIM OJJHOBPEMEHHO.

[Tapa mpaiimepoB TaPpd-BlproFl-TaPpd-BlintlR1 Obuta paspaborana s
uccieaoBaHusi yyactka npomoropa reHa PPD-Bl y copToB MSrkoi MIlIEHUIIBI, U B
YaCTHOCTH, JUIsl neTekiuu uHeepuuu 308 m.H. B nomuHanTHOM ayuene Ppd-Bla.l (Seki
et al. 2011). ITockoabKy TreKCAIrUIOMIHBIE W TETPAIIOUIHBIC BHJBI IMIICHHUIIBI HMEIOT
obmiero npenka B renoma, He MCKIIOUYE€HA BO3MOXKHOCTH HCIOJB30BAaHUS MOJIEKYISPHO
TeHETUYECKUX MapKepoB, HUACHTU(UIUpPYOMKX aienu reHoB PPDI1, pa3paboTaHHBIX
s T. aestivum, B UCCIEIOBAHUN APYTUX BUOB MIICHUIIBI.

C uenblo ycTaHOBJIEHHUS BO3MOXKHOCTH HMCIOJB30BaHUA Maphl npaiimepoB TaPpd-
BlproF1-TaPpd-BlintlR1 mns waentudukanum rammorpynnsl PPD-Bl, nertexiuu
myTanmuii Ha ydactke -1056 — +236 3TOoro reHa W MPOTHO3UPOBAHHUS Pa3MEPOB

COOTBETCTBYIOIIMX MPOAYKTOB amruiudukaiuu, nposeaeH in silico IMTL[P-anamu3 166
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HYKJICOTUIHBIX TocienoBareiabHocTeit renop PPD-B1  (PRR-2B) B 8 Bumax
HOJUILIOMIHOM MIneHuIbl (7 TeTparuionaHbx BuaoB (156 obpasios) u Bua T. aestivum
(10 oGpas3uoB) momyueHHbix U3 0a3pl gaHHbix GenBank (Ilpunoxxenune 9). CormacHo
pesynbTaTaM —aHanu3a, cocTtaBieHa TaOmuia (Tabmauma 3)  HLIFOCTPUpYIOIIAs
COOTBETCTBHEC JUIMHBI TMPOJIYKTa aMIUTM(PHUKAUNA MYyTalusM B 00JIaCTH MPOMOTOpa U
sk30oHa-1 rena PPD-Bl. Cpean mnoauMopdHBIX 10 JJIMHE AaMIUTMKOHOB IS
MOCIICAYIONIET0 aHaIM3a OTOMPATUCH JIUIIhL T€ W3 HUX, KOTOPBIC OTINYAINCH MEXKIY
coboli Ha ABa M Oojee HYKJICOTHAA. B KauecTBe KOHTPOJIS, IO OTHOIICHUIO K KOTOPOMY
OTIPENeIISICS TUI MyTauu (AeNenus WiId WHCEPIHs), UCIOIb30BaIach HYKICOTHIHAS

nocienoBatenbHocTh TeHa PPD-2B copta Chinese Spring (Pucynok 9).

A rermarocr. I L T T
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E 1309/888 —-—b._
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=
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D a - - T —
del 2089 n.H. PRR mRNA

- ]

Ppd-Ata.2 L —— - ;
del 1028 n.H. PR mRNA
ppd-B1(CS) = n [T nom
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del 2,del 8 del 206 TaPpd-B1int1R1
Pucynox 9. (A) MHOKeCTBEHHOE BbIpaBHUBaHUE HYKJIEOTUIHBIX

nocie0BaTeNbHOCTe omMMOpHBIX IN SiliCO aMIUTMKOHOB, HICHTH(OUIIMPOBAHHBIX B
xone BuptyanbHoro I1I[P-ananmuza. (b) Jlokanuzaius MyTaiyii, BBISIBICHHBIX B 00JaCTH
npoMoTopa resa PPD-B1, oTHocuTEnpHO ydacTka IpOMOTOpa, OXBAYEHHOT'O JIEIELUSIMU

B JOMUHAHTHEIX aiiesix renos PPD-Al u PPD-D1.
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Heob6xoaumocTs B pedepeHCHOI MOCJIe1I0BATEIbHOCTH oOycioBieHa
NOTPEOHOCTHIO B YHU(DUKAIIMHM UCCIIEYEMBIX 00pa3lloB AJIsl UX MOCIEIYIONIer0 aHaIH3a.
Kaxk m3BectHO, copt Chinese Spring comepxuT JOMHUHAHTHBIN amens Ppd-Bla. OxHako
CHI)KEHHE UYBCTBUTEIBHOCTH K (oTomepuoay, xXapakTepHOE Ui JaHHOTO COpTa,
NETEPMUHUPOBAHO HE MyTalusMH B CTpykrype reHa PPD-Bl, a Hanuunem B reHome
HECKOJBKUX ero GyHknuoHanbHbeix komuii (Diaz et al. 2012). Cama ke HyKJICOTHIHAS
NocJeI0BaTeNbHOCTh (DyHKIMOHANBHBIX Konui reHa PRR-2B y copra Chinese Spring
UJCHTUYHA aHAJOTUYHBIM TIOCJIENIOBATEIBHOCTAM Yy COPTOB, KOTOPBIC SIBJISIFOTCS
HOCHTEIISIMHU perieccuBHBIX amtencii ppd-Bl (Beales et al. 2007; Diaz et al. 2012).

JIns  aMIUIMKOHOB, JETEKTUPYEMBIX B Xoxe BupryanbHoro [II{P-anamuza
YCTaHOBJIEHBI cleAyronue yactoTel: ramwiorpynmna Bl: 1086 m.u. — 2.41%, 1282 m.H. —
0.6%, 1291 m.u. — 0.6%, 1292 m.H. — 66.27%, 1295 m.H. — 3.61% u 1600 m.H. — 0.6%;
rartorpymnmna BIl: 1309 m.H. — 0.6%; 1316 m.H. — 3.61%; 1319 n.H. — 20.48%; 1101 m.H. —
0.6%. Takum oOpazoM, s KaXJOH W3 TaIUIOTPYII MOXHO BBIICIUTL HanOolee
XapakTepHble (parMeHThl, AeTekTupyembie B xone I[P ¢ mapoit mpaiimepoB TaPpd-
BlproF1-TaPpd-BlintlR1. [{ns ramiorpymmer Bl ato ¢parments mmHO#M 1292 mm.H.
(vacToTa BCTpeuyaeMOCTH B rpymme coctaBisier 89,4%), a pns ramnorpynnsl BII —
aMIUTMKOHBI pazmepoM 1319 m.H., ¢ yacToToii Bctpeyaemoctu B rpynmne 80,9%. Crnenyer
OTMETUTh, YTO HYKJICOTHAHAS TIOCJIEI0BATEIbHOCTh aMIUIM(PUIUPYEMOTO YydacTKa
XAapaKTEpU3yeTCsl OTHOCUTEIBHO BBICOKMM YPOBHEM KOHCEPBAaTUBHOCTH. AHaIN3
NEPBUYHON CTPYKTYpbl JaHHBIX (pparmMeHToB B 160 oOpasnax mokazan HaJMYUE TOJIbKO
tpex OHII (c uacToToif BCTpeduaeMOCTH B HMCXOJHOM BBIOOpPKE OT ABYX 0OpaslioB U
0oree) U TOMBKO CpeAM aMIUIMKOHOB JIMHOW 1292 m.H., IpH 3TOM paclIemeHUE M0
KaXKIOW U3 3TUX MYTalUi MPOUCXOJIUT TOJIBKO Y ONpeesIeHHbIX BUAOB. Tak, (hparMeHThl
[P pa3zmepom 1292 m.H., neTekTHpyeMbie B oOpa3iax Buga 1. durum pacmieristorces
no myrauuu G310A B cootHomenunn 32:3, B oOpasmax T. dicoccum pacieruienue 30:7
HaOmomaercsa mo mytammu G314A, a cpeau oOpasmoB Buaa 1. aestivum pacriersicHue
BBIOOPKM aMIUIMKOHOB TOTO e pa3mepa, npoucxoauT no OHIT C427G B cooTHOLIEHUU
2:7 (umdpa B Ha3BaHUM MyTAllMi YyKa3bIBAe€T TMO3WIIMI0 OTHOCUTEIILHO Hadaja

aMIUTUKOHA).
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3.2.2. Pazpaborka JIHK-mapkepoB ajisi uieHTUPUKANNH TANJIOTUIIOB H

ranjiorpynmnsl resa PPD-B1

HeckonbkuMu rogamu mosxe, sl uAeHTU(UKAIUU Bce TOW ke mHcepiuu (308
n.H.) B amiene Ppd-Bla.l, Oeuia mpemioxkeHa mapa mpaiimepoB TaPpd-BlproinFl-
TaPpd-BlproinR1 (Nishida et al. 2013), koropas ¢aHkKupyeT y4acTok mpomoTopa -892
— -580. Xots 1eneBble MPOAYKTHI aMIUTM(PUKALMK, IMOJTy4aeMble C HCIOJIb30BAHHEM
JTAHHOM Maphl MpaiiMepoB, UMEIOT 3HAUYMTEILHO MEHBIIUN pa3Mep, 4To O0JIeT4aeT HX
JIETEKIHI0, TEM HE MEHEE, U3 aHAIN3a BhINagaroT 580 M.H., OXBaThIBAIOIINE KPUTUUECKUN
JUISL PETYISIIIAM TPAHCKPHUIIMK Y4acTOK IpoMoTopa. [laHHOe 0OCTOATEIhCTBO JeiaeT
napy  mpaiimepoB  TaPpd-BlproinF1-TaPpd-BlproinR1, BO3MOYKHO, Oonee
IPEAOYTUTEIbHOM I uAcHTH(UKanuu amtenas Ppd-Bla.l, Ho HenpuemieMoit mis
aHanuza mnoiaumoppusma rena PPD-Bl. Ilapa mnpaiimepoB 206bp del 25 F2-
206bp del 25 R1 dnankupyer yuactok -427 — -18 u merektupyer aeneruio 206 m.H. B
obnactu npomotopa PPD-B1, unentudunmpoBanHyio B HECKOJBKHX 00paslax JUKON
noios! (T. dicoccoides) (Takenaka et al. 2012). B 3To#i ¢Bs31 BOSHHMKIIO TPEIOI0KCHHIE
OTHOCHUTEJIPHO BO3MOXKHOCTH MCIIOJB30BAaHUSI KOMOMHAIMK TpsiMoro mpaitmepa TaPpd-
BlproinF1 u oGpatHoro 206bp _del 25 R1 mns amrumdukammu o0JacTd MpoMoTopa -
892 - -18, uto mamo ObI BO3MOXKHOCTH HCClea0BaTh npomotop rena PPD-B1l cpa3y mo
BOCBMH W3BECTHBIM MYTaIlUsIM, a II0 pa3Mepy COOTBETCTBYIOIIMX IPOTYKTOB
aMIUTU(UKAIIUY OTIPEACIUTh UX KOMOUHAIINH.

C uenblo yCTaHOBJIEHUS BO3MOXKHOCTH HMCIOJB30BaHUA Maphl npaiimepoB TaPpd-
BlproinF1-206bp_del 25 R1 mns uccienoBanus momumopdusma ydyactka -892 — -18
rena PPD-Bl1 wu nporHo3upoBaHus pa3MepOB COOTBETCTBYIOIIMX IMPOAYKTOB
amruudukaiuu, nposeaeH in silico TIMI[P-anmanu3z 166 00pa3oB HYKICOTHIHBIX
nocienoBarenbHocTell TeHOB PPD-B1l B cemu TeTtparuionanbix Bumax mmeHHIb (156
obpasnioB) u 10 oOpasmax Buma T. aestivum, moaydeHHbIX u3 0a3bl gaHHbIX GenBank.
Tun MyTauuu ompeneneH OTHOCHUTENbHO mociuenoBarenbHocTH reHa PRR-2B copra
Chinese Spring. Cornacho pesynbratam in Silico TP aj1st kax 0¥ U3 ramiorpymn Obun
BbIJICJICHBI HanOoJiee XapaKTepHbIe MPOAYKTHI amrutkudukanuu. st rammorpymmsl Bl —

3TO aMIUIMKOH JUIMHOW 874 I.H. (4acTOoTa BCTPEYAEMOCTH B Ipymie cocTaBisieT 95%), a
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i ramorpynnsl BII — ¢parment pasmepom 898 m.H., ¢ 4acTOTOW BCTPEYaeMOCTH B

rpymie 95.3%.

3.2.3. N'amrorunsl rena PPD-B1

Kak wu3BecTHO, MOA TaIUIOTUIIOM TMOHUMAIOT CHEUUPUIECKYI0O KOMOWHAIINIO
ayjieNnieil, KOTOpbhle HACJIEIYIOTCS COBMECTHO (BXOAST B COCTaB OJHOW TPYIIIbI
cueruieHus). B mponecce ucciieoBaHusl YCTaHOBJIEHO, YTO OOJIBIIMHCTBO IMPOJYKTOB
aMHJ'II/IqJI/IKaI_II/II/I ACTCKTHPYIOT HC OTACIIBHBIC MYyTalllH, 4 UX OIIPCACIICHHLIC KOM6I/IH3,]_[I/II/I
(Tabsuma 3).

Ta6auna 3. CootBercTBHe pazmepa Gpparmentos [11IP ¢ mapamu mpaiimepoB
TaPpd-BlproFl/ TaPpd-BlintlR1 u TaPpd-BlproinF1/206bp _del 25 Rlc

KOMOWHAIMSAMU MyTalliid B 00J1aCTH MpoMOTOpa u 3k30Ha-1 rena PPD-B1

Paszmep amminkoHa (11.H.), Tun myranuun Jlokanusauus I'anorpyn
(p1aHKHUPOBAHHOI'O NTAPOH («-»— neJienus; MyTauui na
npaiMepoB «+»— HHCepUHs) OTHOCUTEJIbHO
TaPpd-  TaPpd- OTHOCHTEJIbHO CTAPTOBOIO
BlproFl BlproinFl M0CJIe0BATEILHOC KO/J0HA B
TaPpd-  206bp_del 25 ™ CS* MOCJIe0BATETbHOC
BlintlR R1 ™ CS
1
1282 864 -10 -601
1292 874 — —
1295 874 +3 +17 BI
1086 668 -206 -88
1600 1182 +308 -733
-2 -611
1319 898 +26 -586
+3 +17
1316 898 -2 -611
+26 -586 BII
-10 -811
1309 888 -2 -611
+26 -586
+3 +17
-10 -811
1101 683 -2 -611
+26 -586
-205 -180

*CS — copt Chinese Spring
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Tak, cormacHo pesyabTaram aHamm3a I[P in SiliCO OTCYTCTBYIOT aMIUIMKOHBI,
MOATBEPKIAIOIIME HATMYHUE OTJAEIBbHO TaKUX MyTauuid Kak aenenuu 2, 10, 205 n.H. win
uHcepiysa 26 m.H. B no3unusax rena PPD-B1: -611, -811, -180 u -586, COOTBETCTBEHHO.
Bce BbIlIEYNIOMAHYTBIE MyTalldd BCTPEUYAIUCh TOJBKO B KOMOMHAIUAX MEXIY COOOH,
YTO CBUJETEIBCTBYET O BEPOSITHOM OTCYTCTBHUHM PEKOMOMHAIIMOHHBIX MPOIIECCOB HA 3TOM
ydacTKe reHoma B X0l ero auBepreHuuu. CienoBaTesbHO, OOHAPYKEHHbIE KOMOMHAIIUU
MyTalluid  COOTBETCTBYIOT HWHIMBUAYyalbHBIM TramoTunam. Ilpenmonaraercsi, 4TO
MOCKOJIbKY MYTallud BXOJSAT B COCTaB OJHOM pPEKOMOMHALIMOHHOW EAMHHIIBI, TO
BO3HUKHOBEHHME OYEPEJHOM MyTaluu OylIeT BCerja acCOLMUPOBAHO C MYTAlUSIMU,
KOTOpBIE YK€ IMPUCYTCTBOBAIM HA JAHHOM YYacTKE B MOMEHT AMBEPreHIuU. Takum
00pa3oM, COMOCTaBJISII U aHAIM3UPYS KOMOWHAIIMM MYTalluid B Pa3HBIX TaluIOTHUIAX
MOKHO OTPEICIUTh AaCCOIMATUBHBIE CBSI3M MEXKIY OTICIbHBIMA MYTallUsIMU U
YCTAaHOBUTH (PHIIOTEHETUYECKHUE B3aMMOOTHOIIIEHUSI MEXK/TY TalJIOTUIIAMHU.

Ha3BaHus ramioTUIIOB cOCTOST u3 Oomibioi OykBel "B'" (IpemokeHo aBTOpaMu,
KOTOpBI€ BIIEpBbIC McciaenoBanu ramiorpymnnsl reHa PPD-B1l (Takenaka et al. 2012) u
nu@p, KOTOpble YKa3bIBAIOT pa3Mep COOTBETCTBYIOLIErO aMILIMKOHA, MOJYyYEHHOTO B
xone IIIIP c¢ mapoit mpaiimepoB TaPpd-BlproinF1-206bp_del 25 R1. B crpykTypy
rarioTUIOB BXOAST CEMb ajulefied, KakJIOMy M3 KOTOPBIX OTBEYAaeT OIpeaeseHHas
no3uiusi B obmactu npomoropa rena PPD-B1, B koTopo#t aeTeKTHpoBaH MOIUMOpQPU3M
M0 TUITY UHCeplus/aenenns. JJisi KakI0Tro rarjaoThna XapakTepHo HaTU4YHe MyTaHTHOTO
WIM WHTAaKTHOTO ayens. YHuukanus ajuieledl — ONpeesieHne WHTAKTHOTO WU
MYTaHTHOTO COCTOSIHUSI — TIPOBEJeHa OTHOCHTENHHO pedepeHcHoro raruiotuna B874
(Hocutenem kotoporo siBisiercss copt Chinese Spring), Bce amienu KOTOPOTro ObLIU
NPUHITHl Kak WHTaKkTHBIE. [arutorun B874 Obln BRIOpaH CHENUANBHO ISl COXpaHEHUs
TUNIA ~ MYTalldid,  yCTAHOBJICHHOTO B  XO0J¢  YHH(PUKAIUA  HYKICOTHIHBIX
MOCJIE0BATEIILHOCTEN HCCIIENYEMBIX AMIUJIMKOHOB c pedepeHcHon
MOCJIeI0BaTENbHOCTHIO aMIUIMKOHa copTa Chinese Spring. Ha3Banus anneneit cocTosT us
mudp, KOTOpbIE YKA3bIBAIOT PACCTOSHHE OT Cerperupyronieil mo3umnuu (caita
JOKAJIM3AIMKM  JEJICIIMA/MHCEPIIMU) 10  CTApTOBOTO  KOJIOHa  pedepeHCHOU
nocnenosarenbHocTH reHa PPD-B1 u 3arnmaBHbIx OykB, yKa3bIBalOIIMX Ha MHTAKTHBIN

("I") wma  myradaTtEBE  ("M") THH. ABTOpBI, KOTOpbhIE BIIEPBBIC HCCIIEIOBAIH
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ramorpynnsl reHa PPD-Bl, B kadecTBe ramioTHIOB NPUHSIUIM OT/ACNbHBIC aJUIeNH
cerperupyromnux mo3uiii atoro rena (Takenaka et al. 2012). Oxnako, Hanmpumep, s
takux auiened kak 180M wim 811M B ucxonHON BBIOOpKE HE OOHApyKEHO APYTrHX
KOMOWHAIHMH, KpoMe Kak ¢ ayutesisMu S86M, 611M, oCKOIBKY acCOIMUPOBAHBI C HUMHU
(BO3HUKJIM TOCJIEIOBATENhHO B OfHOW (uiernyeckoit muauu (Pucynokx 10) B omHOM

SAMHUIE PEKOMOUHAIINH).

3.2.4. ®unoreernyeckuin anaaus ramiorunos PPD-B1

AcCCOLMATUBHBIE CBSI3U MEXAY AJJIEISMHU, MOJYyYEHHbIE M3 MaTPULbl CMEXKHOCTH
paccunTaHHON MeTosIoM MA, 0TOOpakeHbl B BUJI€ HAIIPaBIECHHOIO JAPEBOBUIHOIO rpada
(Pucynok 10.A). B cTpykType aepeBa MEKaUICIbHBIX aCCOIMAIMHA MOYKHO BBIJCIUTH
JIBE Tapbl CMEXHBIX y3710B (5861-6111 m 586M-611M), yKa3pIBarOMMX HAa HAJTUYHE IBYX
map  B3aMMO3aBUCHUMBIX  ajulenield, oOpa3oBaHHME KOTOPBIX  OOYCIOBIEHO  HX
OJTHOBPEMEHHBIM BO3ZHHMKHOBEHHEM WJIM OTCYTCTBHUEM B MCXOJHOU BHIOOPKE TallJIOTUIIOB,
KOTOpPBIE COOTBETCTBYIOT TEpeXxoaHbIM ¢opmam. JlepeBo MexajuleNbHBIX acCOolHaIui
JTa€T BO3MOYKHOCTh MO HAJIMYUIO OINPEIEICHHOTO ajiens (MyTaluu) HOpOrHO3MpOBaTh
HaJIM4ue psijia Apyrux ajiene, ¢ KOTOPbIMU OH acCOLIMUPOBaH. JJOCTOBEpHOCTh JAHHOTO
YTBEp)KIEHUSI B OOJNbIIEH CTEEHW 3aBUCUT OT KauecTBa MCXOJHON BBIOOPKHU
rarjioOTUIIOB, OTCYTCTBHS PEKOMOWHAIIMOHHBIX IIPOILIECCOB HA YYACTKE JIOKAJIU3AIUU
aleneil, W3 KOTOPBIX (OPMHUPYIOTCS TaIUIOTUIBI, a Takke (QUIOTCeHETUYECKUX
B3aUMOCBA3AX Mexay awienamu. Hampumep, amiens180M accouunpoBaH MO MEHBIIEH
Mepe ¢ Tpems amtensmu (811M, 611M, 586M), nostomy no Hanuuuio aenenun 205 m.H.
B no3uuuu -180 (aymnens180M), MOKHO C BBICOKOM J10J1€i1 BEPOSTHOCTU MPOTHO3UPOBATh
neneunu 10 m 2 n.H. B mo3unusx -811 u -611 cooTBETCTBEHHO, a TakKe MHCEPUHUIO 26
.H. B no3uiuu -586 rena PPD-B1l. KpomMe Toro, aepeBo MexasulelbHBIX accolMaiui
MPEAOCTaBIsSICT MHQPOPMAIMIO, KOTOpas B JaJbHEHIIEM HCIONb3YyeTCs Ui pacyera
(buUIOreHeTHYeCKOW CTPYKTYphl TalUIOTHIIOB, WCCJIENIOBAHUS WX TEHEAJOTUHu |
OTpeIeNICHUU TUTTOTETUYECKOTO HAMPABIICHHS IBOJIIOIUH.

Jns uccnenoBanus (UIOTCHETHYECKUX OTHOIIEHUNW MEXKIY TarjIoTUIAMU YacTo
UCHOJB3YIOT MX oToOpakeHMe B Bujae '"cetm raminotunoB’. HeykopeHeHHas

KBasuMenuaHHas ceth ramiotunoB (Pucynok 10.B) paccumrtana mo amropurmy MJ u
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ONTHUMH3UPOBAHA METOJIOM MAaKCUMAJIBHOTO TpaBaononodus. Tomonorust nepesa
raruioTUIIOB, TOJYy4YEeHHass MeTogoM MA, aHajoruyHa TOIOJIOTMU CETH TalIOTUIIOB
(Pucynox 10.B). JlepeBo TraruiOTHIIOB COOTBETCTBYET JEPEBY aylielied, IMOCKOJBbKY
MOSIBJICHHE HOBOM MyTallMK (HOBOTO aJliesisi) CONMPOBOXKIACTCS] BOZHUKHOBEHUEM HOBOM
KOMOWHAIIMKM MyTaluil (ajseneil), a, cielnoBaTelibHO, U HOBOro ramiotuna. OgHako, B
OTJINYME OT CETH TAILUIOTUIIOB, JEPEBO OPUEHTHPOBAHO, NOCKOIBKY COAEPKUT KOPEHb,
MOTOMY OTOOpa)xaeT He TOJNBKO (PUIOTCHETHYECKUE OTHOIICHUS MEXY rarjioTUIaMu U
UX TEHEAJOTUYECKYI0 CTPYKTYpPY, HO TakXe MPEeAOCTaBIseT MH(OpMAIMIO O MOpPSAKE

(HOCJ’ICI[OBaTeJ'IBHOCTI/I) HUX OJUBCPICHIUHU B ITPOLCCCC SBOJJIIOITUU.

1801 7331 6011 88I
-

ﬁRGrﬂ:(-l 1r 81.11
* *
811mM
18.0M 7 3’3M BéM 6 0.1M
*B864
5 B898 B8g8o B6830 B
T —r 11141 1
B8640
B874 - B11820 1 B
B658 O —————*BB98*BBB8*B683

Pucynox 10. MexannenbHble accouMalMi M (UIOT€HETUYecKas CTPYKTypa
ramiotunioB  PPD-B1  (Myrepko wu ap. 2014). (A) Hepapxus MexauienbHBIX
accormaruii. (B) Cetp ramnorunos nocrtpoenHas merogoM MJ. (B) JlepeBo ramioTurnos

OCHOBAHHOC Ha MaTPHUIC CMCXKHOCTH, paCCqHTaHHOﬁ N3 MCXAJJICIIbHBIX accounaunﬁ.

[Ipennonaraercsi, 4To 4eMm OOJIbIIE BPEMEHU NPOIUIO ¢ MOMEHTAa BO3HUKHOBEHHUS
ramioTuma, TeM OOJIBIIYI0O OH MMEET PacIpOCTPAHEHHOCTh M KOJIMYECTBO MPOU3BOIHBIX
rarmioTUIOB (MIPU OJIMHAKOBBIX YCIOBUSX JEUCTBHS 3BOJIOLMOHHBIX (pakTopoB). Takum
o0Opa3om, HanOoJbIIas PACHPOCTPAHEHHOCTh M KOJMWYECTBO NMPOU3BOAHBIX TaIlJIOTUIIOB
OyAeT mpucylle MMEHHO TaljIoTUIaM, W3 KOTOpPbIX 00pa3oBajuCh Traruiorpyrnnbl BO
BpeMsI TEPBUYHON JUBEPreHIMH. OTO YTBEP)KICHHE CIpaBEIJIMBO, €CIIM Hamboiee

PaCIpOCTPAHCHHBIC TAIlJIOTHUIIBI OTJIHUYAIOTCA MCKIY coboi 10 OAHOMY aJlJICIIIO WA
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HECKOJIBKUM CIICTJICHHBIM aJlJIeNISIM, TO €CTh Pa3olUINCh B pe3ysibrare Oudypranuu
OJIHOTO y3J1a M HMMEIOT OOoJbllle BCETr0 MPOU3BOJHBIX TarIOTHNOB. JleficTBUTEIBHO,
rarutotunsl B874 u B898, xapakrepusyromuecs HanOoIbLIEH pacipOCTPaHEHHOCTBIO U
KOJIMYECTBOM  MPOU3BOJAHBIX TaIlUIOTUIOB, OTIMYAIOTCS MeEXay co0Ooil  mapoi
B3anMo3aBucuUMbIX amteneit (5861-6111 / S86M-611M). B atoii cBs3H, mpeamnonaraercs,
yto uMeHHO B874 u B898 sBnsroTca ramiorunaMu TNEPBUYHOM JAUBEPreHLNH, B
pe3ynbpTaTe KOTopoil oOpazoBanuchk rammorpynnsl Bl u BII, coorBeTcTBeHHO. IDTO
YTBEPKACHUE COTJIAaCyeTCsl C MPEAbIAYIUM yCTaHOBJIeHHEM Taruiorpynn reHa PPD-Bl
(Takenaka et al. 2012). Ecau cKOpoCTh 3BOJIONUHU TAIUIOTHUIIOB OJMHAKOBA, TO CPEIH
TaruIOTUIIOB  TICPBUYHON  JUBEPTrEeHIIMM HCXOJIHBIM TaIJIOTHII HWMEET  OOJBIIYIO
pPacipoOCTPaHEHHOCTh M KOJUYECTBO MPOU3BOJHBIX TarioTHNOB. COrlacHO TaHHOMY
MIPEANONI0KEHUIO, HanboJiee BEPOSTHBIM OOIIUM MPEAKOM (KOPHEM JiepeBa TariOTUIIOB)
aBiserca ramiotunn B874, mockolbKy HMMEHHO [UIsi HErO XapakTepHa HauOoJblas
pacrpocTpaHeHHOCTh (69,28%) u KonM4ecTBO MPOU3BOAHBIX rarioTunoB (B864, B668,
B1182). [Ipennonaraercs, 4To MepBUYHAS JUBEPTECHIMS COCTOSIACh OJHOBPEMEHHO IO
amtenssiMm 5861 u 6111 u BrI3BaHAa BO3HUKHOBEHHEM JIEJCIMU 2 M WHCEpIUU 26 IL.H. B

no3unuax -611 u -586 cOOTBETCTBEHHO.

3.2.5. PacnipocTpanenue ranjorunos PPD-B1l B paznnuHbIx BUAAX reKkcanjaionaHoi

U TeTPANJIOHJHOM MIIEHUIbI

[Mony4ennsie B pesynbrate in Silico TP nanHple mpeamonararoT BO3MOXKHOCTh
UcroJib30Banus nap npaiimepoB TaPpd-BlproF1-TaPpd-BlintlR1 u TaPpd-BlproinF1-
206bp_del_25 R1 ans ananmza obnactu mpomoropa rena PPD-B1 B pasnuuHbIX BUaax
TETPAILIOWTHON TIICHUIIBI, JETCKIIMW TaIUIOTUIIOB, TAILIOTPYIIBI W psja MyTaluid Ha
JMAHHOM YydYacTKe, a TakKe TMPEeJIOCTaBUIN WH(GOPMAIUIO OTHOCUTENBHO JITMHBI
COOTBETCTBYIOIIMUX MapKEPHBIX aMIUTMKOHOB. B 3TOH CBs3M mpoBejcHa WX ampoOarius
nanHoro [II[P-ananu3za Ha reHeTMyeckoM Marepuane 11 BHAOB MNOIUIIOUIHON
MIIIEHUIIBI, I8 OONBIIMHCTBA U3 KOTOpPBIX HuccienoBaHue reHa PPD-Bl mpoBoautcs
Brepsseie ([Ipunoxenue 10).

VYCTaHOBJIIEHO, YTO BCE TNPOAHAIM3UPOBAHHBIE OOpa3lbl TIIEHUIIBI BHIOB 1.

carthlicum u T. dicoccum xapakrtepusyrorcs ramtorpymmnoi Bl (rammotun B874).
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Opnako Texymuii 00beM BbIOOpKH 00pasnoB (13 u 12, COOTBETCTBEHHO) HE MO3BOJISET
cieNaTh BBIBOJ O TOM, UTO JUIS JaHHBIX BUIOB rarmiorpynna Bl sBisercs cnenuduyHo.
Bbonee Toro, B mpeabIIyIeM Ucciien0BaHuM (BbIOOpKa S5 u 45 00pa31ioB, COOTBETCTBEHHO)
Obur obOHapykeH ob6paser; T. carthlicum u 2 o6pasma Buma T. dicoccum koTopsie
npuHauiexar k ramrorpymme BII (Takenaka et al. 2012). OcranbHbie BUIBI
terpamtonanoii mmenunpl (T. polonicum, T. turgidum, T. dicoccoides u T. durum)
OKa3zalch rereporeHHbMH 10 ramiorpynne PPD-B1. Tak, sumsr T. polonicum u T.
durum mo ramtorpymnmne PPD-B1 pacmiemistorcs moutu B paBHOM COOTHOIeHuu. Cpenn
obpasnoB Buga T. turgidum 88% coxepskar ramnotun B874 (BI), a 12% — B898 (BII).
Bun T. dicoccoides pacmenuics He Toiapko mo ramiorpymnmne PPD-Bl (4 renotuma
npuHaexar k ramtorpymme Bl, 7 — k BIl), Ho u nmoka3an nonuMopdusM B Tariorpyrne
BII. B uactHocTH, MAeHTHU(pUKaLUA NPOAYKTOB amiuidpukanuu amuHo 1309 m.H. B
obpaszmie Pl 272582 u 1101 m.H. B obpasne Pl 466941 npu wMCmoab30BaHUU Mapbl
npaiimepoB ~ TaPpd-BlproF1l-TaPpd-BlintlR1  cBuaerenbcTByeT O — HaJIHYUH
JOTIOJTHATENILHBIX MyTaIui B o0mactu mpomortopa (xenenuu 10 m 205 m.H.) u sk30Ha-1
(memenss 3 m.H.) rena PPD-Bl orHocuTensHO MOCIEAOBATEIHPHOCTH THITUYHOTO
npencraButens ramrorpynnsl BIl ¢ mgmuHo# amrmumkona 1319 m.uH. MpeHTWYHOCTH
rarmiotunioB B888 u B683 B manHbIX oOpasmax T. dicoccoides BepudummpoBana myreMm
CEKBEHMPOBAHUs COOTBETCTBYIOIUX pparmenToB [1LIP.

Bce wuccnemoBaHHble 00pa3ipl  MATA  BUJOB  TE€KCAIUIOMIHOW  TIIIICHUIIBI
xapaktepuszoBanuck (parmenramu I[P oauHakoBOW JIMHHBI, JETEKTUPYIOIIEH
ramiotun B874 (rammorpynma BI). TlonyueHHbIE JaHHBIE XOPOIIO COTJIACYIOTCS C
pe3yJibTaTaMH TPEbIAYIIEro ucciaenoBaHus 260 cCOpTOB MSTKOW MIIEHUIBI BUaa 1.
aestivum B XOJ€ KOTOPOro, HaOJIOAad JIUIIb MPOAYKTHl aMIUTU(PUKALMHU, pa3Mepbl
koTopbiX (1292 nm.uH. u 1600 n.H. (aymens Ppd-Bla.l) B xone IILP ¢ mapoii mpaiiMmepos
TaPpd-BlproF1-TaPpd-BlintlR1) xapakrepusyroT TalUIOTHIIBI W3 rariorpymmsl Bl
(Seki et al. 2011).

Oparmentsl  [II[P, ngerektupyromme  MPUHALIECKHOCTH  COOTBETCTBYIOIIMX
resotunoB PPD-B1 k rammorpynmne BII, cogepxar xomOuHanuu u3 3—4 myranuii, npu
3TOM JB€ W3 HUX (#enenus 2 IL.H. M UHCcepuus 26 IL.H. Ha Y4YacTKE IPOMOTOpA)
MPUCYTCTBYIOT BO BCEX ATHUX KOMOHMHAIuUaX. OTAeabHbIE MYyTallid, KOTOpPbIE BXOMST B

COCTaB COOTBETCTBYIOIIMX TaIUIOTPYI, MOTYT HMMETh pa3HOOOpa3HOe BIMSHUE Ha
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¢eHoTun, W XOTS BIUSHHE 3TO JO CHX IOP HE HCCIENOBAIOCH (32 HCKIIOUYEHUEM
uncepimu 300 m.H. B amnene Ppd-Bla.l), onu, BepoOsSITHO, MOT'YT MMEThb IOTEHI[HAI
[IEHHOTO TEHETHYECKOTO pecypca B CEJNEKIHH MIICHUIBL. Tak, BCe IETEKTUPYEMBbIC
MYTaIld{ JIOKAJIM30BaHbl B KPUTHYECKOM ydacTke mpomoTopa reHa PPD-Bl (Pucynok
9.b), To ecTpb W3MEHEHUS B HYKJICOTHIHON TOCIEIOBATEIHLHOCTH B aHAJOTHYHBIX
y4acTKax TEeHOB  opTojormueckoir  cepum  PPD1  BeBBIBaloT  nM3MeHEHHE
qyBCTBHTENBHOCTH K (poTonepuony (Beales et al. 2007; Nishida et al. 2013; Wilhelm et
al. 2009). Wucepuus 3 mH. B 5K30H-1 0OYCIIOBIMBAcT BO3HMKHOBEHHE Cpa3y IBYX
MUCCEHC-MYTalluii — BMECTO OJHOTO TUCTHAMHA 00pa3yeTcs /1Ba TIyTaMHHA, YTO MOXKET
oTpa3uThcsa Ha akTuBHOCTH Oenka PRR-2B. He uckiodeHo u miedTpomHoe IEUCTBUE
mytaruii teHa PPD-Bl na ¢eHornn, momoOHO TOMy, Kak 3TO HaOII0Ialoch B
uccinenaosanuu ramiotunos rema PPD-D1 (Guo et al. 2010; Huang et al. 2012).
VYcTaHOBIIEHNE BIUSHUS KAXI0H U3 TUX MYTallMi MO OTJAEIBHOCTH WM UX KOMOWHAIIUN
Ha ()EHOTUIl MOXKET OKa3aThCs MOJIE3HBIM B "TOHKOM HACTpOMKe' IeHOTHNA MIIEHULBI K
YCIIOBUSIM OKpYsKarolei cpeasl. Kpome Toro, maper npaiimepor TaPpd-BlproF1-TaPpd-
BlintlR1 u TaPpd-BlproinF1-206bp del 25 R1 MoxHO uMCmOnb30BaTh IS aHAIN3a
noixuMopdusma obmactu npomoropa reHa PPD-Bl B pasmuunbix Bumax Triticum, a
TakkKe Ui TOJydeHus mnonuMopdHbIX, KogomuHaHTHbIX JIHK-mapkepoB B
TEeHETUYECKOM aHaJIN3€e TBEPOU MIICHHUIIBI.

Cnenyer ormerutb, uto IIIIP ¢ mapoit mnpaiimepoB TaPpd-BlproFl-TaPpd-
BlintlR1 wumeeT psin HEAOCTATKOB, BBLISIBICHHBIX B HACTOAIIEM HCCICIOBAHUH, K
KOTOPBIM MO>XHO OTHECTH, BO-TIEPBBIX, HU3KYIO CHEIMU(UYHOCTh U CBSI3AHHYIO C HEH
KPUTUYHOCTh YCIOBUU amIuiduKanuu, B YAaCTHOCTH TEMIIEpaTypy U Bpems
JICHATypaIui ¥ OTKUra. Bo-BTOPHIX, 0OMBIION pa3mep (pparMeHTOB, UTO 0O0YCIOBIMBACT
e/IBa 3aMETHYIO pa3HHILy B JECSITh HYKJICOTHIOB U JIeJIaeT HEBO3MOXKHBIMU JETEKIUIO
pasHUIBI B TATh M MEHEEe HYKICOTHIOB, NaXe TPH YCIOBHH OJJeKTpodope3a B
NOJMAKPUAMUIHBIX TEJISIX ¢ BBICOKOW paspemaronieil crmocooHocTeio. Hakoner, Hanmnune
HecTienn(UISCKUX TPOAYKTOB aMIUTH(HUKAIIMK MEHBIIET0 pa3Mepa, CIIOCOOCTBYET HX
6onee >Gh(PEeKTUBHOMY HAKOIUICHHIO, 0 CPAaBHCHHIO C IIEJICBBIMH aMIUTUKOHAMH,
pa3Mepsl KOTOPBIX MPEBBIIIAIOT 0oJiee YeM B JBa pasza. Bcex 3TUX HEJ0CTATKOB JIMIIICHA
[P ¢ napoii npaiimepoB TaPpd-BlproinF1-206bp_del_25 R1. 1 HecmoTps Ha TO, 4TO

IIpY KCNoiab30BaHuM JaHHOM [II[P w3 ananm3a BeIMazaer MOYTH IIOJOBHHA Yy4yacTKa
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¢dmankupyeMoro mpeapAylield mapoil mpaiiMepoB, TeM HE MeEHee, OHa I03BOJIAET
uaeHTU(OUIIMPOBATH Bee Te ke ramnoTunsl PPD-Bl, o0ycnoBineHHbIe albTepHATUBHBIMU
KOMOMHAIMSAMU MyTaluuid B 00JacTu mpomoropa 3toro reHa, uyro u IILP ¢ mapoi
npaiimepoB TaPpd-BlproF1l-TaPpd-BlintlR1 (Ta6auma 3). Ogaako, B 000HMX ciaydasx
(ITLIP ¢ mapoit mpaiimepoB TaPpd-BlproFl-TaPpd-BlintlR1, Ttaxke kak u ¢
npaiimepamu  TaPpd-BlproinF1-206bp del 25 R1)  oTcyrcTByeT  BO3MOKHOCTH
BhIsIBJICHUs Aeneruu 914 m.H. Ha ydacTke mpomotopa rena PPD-Bl (Takenaka et al.
2012), mockonbKy JaHHAs [eJelus OXBaThIBACT cCaWT omkura mpaiimepa TaPpd-
BlproinFl. Tem He MeHee, BEpOSITHOE MPUCYTCTBUE MTAHHOW JENEIUU MOXKET OBbITh
YCTQHOBIIEHO TIO OTCYTCTBHUIO IEIEBBIX MPOAYKTOB aMIUTM(UKALNNN, KOTOPOE MOXKET
ABIATbCA ~ OCHOBaHWeM st mnpoBeaenust [II[P-anmanuza ¢ ucnonb3oBaHueM

crienuPpUIeCcKux JJIsl TaHHOU JIECIUU TTaphl MpaiMepoB.
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3.3. Ananu3 renoB VRN xapakTepu3yonuxcsi HU3KUM aJlJ1eJIbHBIM Pa3Hoo0pa3uem

3.3.1. OneHka pacnpocTPpaHEeHHOCTH HYJIb-ajliiesei renoB ZCCT1

M3BecTHO, 4YTO MyTanuu B KoHcepBaTuBHbIX caiitax CCT-moMeHa XoTd W
yCcTpaHsaoT BiausHue MyTaHTHBIX OenkoB ZCCT (VRN2) Ha mopaBieHHE SKCIPECCHU
nokyca VRN3, Tem He MeHee, gaxke Takue MyTaHTHBIE O0enku VRN2 criocoOHBI BCTyIaTh
B KOHKypeHTHOe B3aumojeictue ¢ qpyrumu CCT-nomen-coaepxanumu oenkamu (Li et
al. 2011). Hanuume Hynb-amiened oOyCIOBIMBAET OTCYTCTBHE MPOAYKTa TPAHCISAIUN
cootBercTBytomero rera ZCCT1, 94TO MONHOCTBIO YCTpaHSET JI000€ KOHKYPEHTHOE
B3aNMOJIeHCTBUE ¢ apyrumu Oenkamu, cogepxkammumu CCT-gomeH. B cBsizu ¢ 31um,
MOJKHO TIPETOJIOKUTE, 9TO Hammune Hynb-amienei TeHoB ZCCT1 MoxeT oTpa3uTbes Ha
MOKa3aTeIsiX TeX IMPU3HAKOB, KOTOPHIE HEMOCPEACTBEHHO WJIH OIOCPEICTBOBAHO
perynupyroTcs renamu, konupytomumu CCT-goMeH-conepxaiiiue Oeaku, BCTyHarolne
B KOHKypeHTHoe B3aumojeiictBue ¢ Oenkamu ZCCT. Opnako wuccneoBaHHE HYIb-
ayenbHuX BapuanToB reHoB ZCCT1 mpoBoauinock Tosbko B coprax T. aestivum L. (Zhu
et al. 2011), u B Hacrosimee BpeMs OTCYTCTBYeT HH(GOpPMAIUS OTHOCHTEIBHO HX
UACHTH(PUKAIMN Y TPEJCTABUTENCH NPYruX BUAOB MOJUIUIOWAHOW MIIEHUIIBL. B aTOM
CBSA3M aKTyaJIbHbIM SIBJISIETCS WIACHTHU(UKALMS M OLEHKAa pPacHpOCTPAHEHHOCTH HYJIb-
amnenbHnX MyTaHToB mo reHam ZCCT1 cpenu mpencraButeseil pa3iMYHBIX BHIIOB
FEeKCAIJIOUHON U TETPAIIOUTHOW MIIIEHULIBI.

st unentudukanuu Hynb-ajuieneid reioB ZCCT1 panee Obut mpensoxxen [TL[P-
TECT B KOTOPOM IpU HMCIOJb30BAHUM Mapbl MpaiiMepoB, B TEYEHUU OJHOW PEaKIIUH,
MOJKHO MPOBECTH aHaau3 Mo BceM romeosoruunbiM reHam ZCCT1 ognoBpemenno (Zhu
et al. 2011). B xone I1I[P-ananu3a ¢ ucrons3oBanueM mapbl npaitmepoB V2ABD-F1 u
V2ABD-R2 ammnupunupyoT yudactok npomoropa reHoB ZCCT1, kotopslii HMeeT
Pa3IUYHYIO0 MPOTSKEHHOCTh B romeosiornyHbix reHax ZCCT1. Ilpu stom ycTaHOBIIeHA
JIOCTOBEpHast KOppeJsus, o0yclioBIEeHHAs BBICOKOM KOHCEPBATHUBHOCTHIO
HYKJICOTHIHBIX IOCJIEIOBATEIBHOCTEN CAaUTOB OTXKUra MPAMEPOB, MEXKAY OTCYTCTBUEM
OTIPENIETICHHOTO (XapaKTepHOT0) MPOAYKTa aMIUIM(UKAMKA ¥ TOTHOU Jenenueil (Hyib-

amenem) coorBercTByromero rena ZCCT1 (Zhu et al. 2011). Takum ob6paszom, JTHK-
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MapKepbl, JeTeKTUpyeMble B xojae AanHoro II[[P-ananmu3a sBISIOTCS JOMHHAHTHBIMU U
HE TTO3BOJISIIOT OOHAPYKHUTh T€TEPO3UTOTY 0 HYNIb-ayiensaM qanHoro resa ZCCT1.

B macrosmem wuccrneqoBaHWUM, aHAIW3 PACIPOCTPAHEHHOCTH HYIb-aJUICITbHBIX
BapuaHToB reHoB ZCCT1 mpoBoauics mist 77 oOpa3ioB MATH BUAOB TEKCAINIOUIHOW U
104 oOpa3uoB mIeCTH BUJIOB TETPAIUIOMAHOW MileHUIBI U3 56 ctpan (MyTtepko u Jp.
20138). O6pasen Buga Aegilops speltoides Tausch (SS renom) ObLI HCIONB30BaH B
KauyeCTBE KOHTPOJIS.

B pesynbraTte ucciaenoBanus 77 oOpa3oB rekcaryionIHON MIIEHUIBI 0OHAPYKEHBI
Hylb-ajienpHbie BapuaHnThl TeHOB ZCCT1 B A, B u D renomax (Tabmuma 4). Hynb-
annenbHbie BapuanThl reHa ZCCT-A4/ neTeKTupoBaHbl C HANOOJIBIIEH YacTOTON y BUAa T.
macha (60%), HocuTenn KOTOPBIX, COTJIACHO IMACIIOPTHBIM JaHHBIM, UMEIOT O3UMBIN THII
pazButus. JBa mpencraButens Buma [. compactum (u3 Kazaxcrana (Pl 262666) u
Kupruscrana (PI 41023)) Obuti IBOMHBIMA MYTAHTaMH 110 HYJIb-ajuiessiM renoB ZCCT-
Al u ZCCT-D1 (Pucynok 11). Tonbko omun oOpaser Buaa T. spelta okazancs Hocutenem
nynp-ayens ZCCT-B1. He nuaeHTuGUIMPOBAHO HU OJAHOTO HYJIb-aJIJICIFHOTO BapHaHTa

o redam ZCCT1 y Takux BHJOB IeKCaIlJIOMJIHOM MmieHuIsl kak 1. sphaerococcum u T.

vavilovii.
null null null null
ZCCT-B1 ZCCT-A1 ZCCT-A1/D1 ZCCT-D1
ZCCT-D1, PRNRE - — — — - Ll
ZCCTAT, i e a—
zocrar’ e Bahte s Ranpt
@ AV o O N XD o D P B B DO N D O DD P D P D N AN
R SR S P Iyl SIS NG S T I S SIS SIS
NIRRT SR SESIC I SR NI PN VN R
TR TR 277N T 7Y Ve T T Tl € a7 g
?\

Pucynok 11. DOnexrpodoperpamma pas3felieHUs TMPOAYKTOB aMILTU(UKAINH
obnactu npomotopa reHoB ZCCT1, B xone I1[P-ananu3a nAUCKpUMHHHUPYIOIIETO HYJIb-
QJIJICNIbHBIC BAPUAHTHI ATOTO T'eHa B TOMEOJIOTHYHBIX TEHOMAX MMOJHUIIONIHON MIICHHUITBI.

Oopazen; Ae. speltoides ucrons3oBaH B kauectBe pedepencHoro Hocutens reHa ZCCT-
B1.

Cpean aHanu3upyeMblx OOpa3loB MATH BUJOB TETPAIUIOMIAHOW TMIICHUIIBI He
BBISIBJIGHO HU OJJHOTO HyJNb-ajuienbHOro mytanta mo reny ZCCT-4 /. Hynp-amnenu rena

ZCCT-B1 naubosee MMPOKO pacmpocTpaneHsl y Buaa 1. polonicum (45%). B mmienuiie
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BuyioB T. dicoccum u T. dicoccoides nynb-amnenbHbix BapuantoB reHoB ZCCT1 He
0OHapyKEHO.
Ta6auna 4. Unentudukanus vyns-ayueneit renoB ZCCT1 B rekcarmioniHol u

TeTpaHHOHI[HOﬁ IIMICHUIIC

Hyab-anneanb Oopa3ubl

ZCCT-Al T. spelta (Pl 168680, Pl 295056)
T. macha (Pl 272554, P1 352466, Pl 355511, PI 355514, PI
542466, Pl 572905)
T. compactum (Pl 262666, Pl 41023)

ZCCT-B1 T. spelta (P1 520066)
T. carthlicum (Pl 168672)
T. durum (Pl 94578)
T. turgidum (Cltr 14445, P1 213571)
T. polonicum (P1 134945, Pl 167622, Pl 185309, Pl 208911, PI
223171, P1 254214, P1 272564, P1 384265, UA0300219)

ZCCT-D1 T. compactum (P1 262666, Pl 41023)

KomnyectBo  pynkumonameupix reHoB ZCCT1 xapakTtepusyeTcss I030BBIM
BIMSHHEM Ha TEMIT Pa3BUTHUA U, COMIACHO CYIIECTBYIOIIUM MPEICTAaBICHUSIM 00
AMUCTATUYECKOM B3auMOAECUCTBUU ¢ Apyrumu reHamu VRN, MoxkeT moTeHuuanabHO
OKa3bpIBaTh BJIUSHHUE HAa PsAJ arpOHOMHYECKH IICHHBIX IIPU3HAKOB, TaKHX Kak
MOPO30YCTOHYMBOCTD, MPOJIOJDKUTEIIBHOCTD SIPOBU3AIIMU, BPEMs KOJIOIICHUS U TPOUne
MOKAa3aTeNH, 3aBUCSIINE OT (PYHKIIMOHUPOBAHUS PETYISATOPHOM METIU, CPOPMUPOBAHHON
reuamu VRN (Muterko et al. 2015a). Ha ceromHsmHwWiA JeHb HE BBISBICHO
MpeACTaBUTENEH MATKOW MIICHUIIbI, SIPOBOM TEHOTHUIT KOTOPBIX ObUT OBl 00YCIOBJIEH
perieccuBHOM romo3uroToi mo Bcem reHam ZCCT. JlaHHOE 0OCTOSATEIHCTBO, BMECTE C
OTCYTCTBHEM  HCTOYHHUKA ©CTECTBEHHBIX MYTAHTOB, 3HAUYUTEIBHO  3aMEJJIsieT
ucciaengopanue Jokyca VRNZ B rekcariongHo# mineHuIe. Y CTaHOBIICHHBIC B HACTOSIIEM
WCCJIEIOBAaHUU HYJIb-aJUICJIbHBIE BapHaHThl MOTYT OBITh TMOJIE3HBI B Ka4ECTBE
MIPUPOTHOTO TEHETUYECKOTO UCTOYHHUKA MYTAaHTOB B UCCIICIOBAHUU BIUSHUS OTACIbHBIX
reHoB ZCCT1l Ha KayeCcTBEHHbIE W KOJIWYECTBEHHBIC TOKA3aTEIM arpoOHOMUYECKU

HCHHBIX ITPU3HAKOB IMIICHUIIBI.
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3.3.2. AHaau3 yyactka npomoropa resa VRN-B3

Panee, s JgeTeknuu HWHTAKTHOTO ydacTka mnpomoropa reHa VRN-B3 w
nomuHaHTHOTO amens Vrn-B3a meromom I1L[P-ananu3a, ObuM mpemioKeHbl ABE Maphl
npaiimepoB (Yan et al. 2006). OtaenbpHBIC MapKepsl pa3pabOTaHbl IS UACHTH()UKAIINN
amuteneid vn-B3b u Vrn-B3c (Chen et al. 2013). ITapa npaiimepoB FT-B-INS-F u FT-B-
INS-R ammmudunmpyer pparmentsl pazmepom 1200 m.H. B JTOMUHAHTHOM aiene Vrn-
B3a, rorna xak npsamoit mpaiimep FT-B-NOINS-F wm FT-B-NOINS-F2 B komOunanum ¢
obparueiM mpaitmepom FT-B-NOINS-R ammumdunupyror dparmentst qmmnoit 1142 wm
691 1m.H., COOTBETCTBEHHO, B PELIECCUBHOM aiiiene VIN-B3 ¢ MHTaKTHBIM MPOMOTOPOM.
BeposiTHO, dYTO mgaHHBIE TIpaliMepsl MOTYT OBITh TaK)K€ WCIIOJB30BAaHBI IS
UICHTU(UKAIIMN PEIeCCUBHOTO ayviens VIN-B3b mo Hamu4mMio aMIUIMKOHOB pa3MepoM
2032 wmm 1581 m.H. O6patseiit npaiimep FT-B-INS-R omkwuraercst na 524 m.H. BbImIe
caiita omkmra mpaiiMmepa FT-B-NOINS-R, uto mnpuBOoaIuT K CYIIECTBEHHOMY
COKpAILIEHUIO HCCIEeNyeMOro ydactka npomortopa. llpu sTomM W3 aHanu3a BbIMajgaer
KpUTHYECKasi UIsl peryysiiuuu oO0JacTh, JIOKAJM30BaHHAas BONM3M caiiTa HWHULMALUU
TpaHckpuniuu. B 3Toil cBsizu, Mg UASHTUDUKALMA BCEX HW3BECTHBIX aJUIENBHBIX
BapuaHnToB rena VRN-B3 B xoze onHoM peakiuu, onTuMuzupoBada MynbTuruiekc-I11P ¢
npaiimepamu FT-B-INS-F, VRN4-B-NOINS-F2 u VRN4-B-NOINS-R. B gannoii 1P,
dbparmenTsl 1uHONW 690 U 1581 n.H. naeHTUGUIUPYIOT periecCUBHBIE ayuienu VIn-B3 u
vrn-B3b, Torma kak aMIIMKOHBI pasmepoM 1768 u 1744 1H. JCTCKTUPYIOT
noMuHaHTHble aytenu Vrn-B3a. Takum o0pa3oM, B OTIAMYME OT NPEIBIIYIIMX
nomuHaHTHeIX JIHK- MapkepoB, mnpemyaraemas MapkepHas CHCTEMa SIBISETCA
KOJOMHHATHOMU.

OnTtumusupoBanHas MmyibTuiuiekc-I11[P Oblna mporecTupoBaHa B HCCIIEOBaHUU
obmactu mpomoropa rera VRN-B3 B 178 oOpasmax mecTd TETpariOMIHBIX U TSITH
reKCaIuIOuIHBIX BUAOB MUICHUIIBI. B pe3ynbTaTe aHanu3a He BBISIBICHO JOMHUHAHTHBIX
amneneit VRN-B3 Hm B ogHOM U3 mpoaHaM3MpOBaHHBIX o0pa3ioB. B xome
anekTpodope3a MPoAyKTOB amiuiudukanuu obpasma Pl 225271 Buma T. spelta
JNETEeKTUPOBaH (parMeHT, pa3Mep KOTOpOro, OTHOCUTENbHO Mapkepa anuubl JIHK,
coctaBun okosno 1600 m.H. B pesynprare nposenenus IIl[P-ananusa c oTnenbHbIMU

napamu npaimepoB JUIsl JOMUHAHTHOTO M PELIECCUBHOTO ajuleleld ObLIO YCTaHOBIEHO,
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9TO JaHHBIN (parmMeHT amrumpuuupyercs ¢ napoil mpaiimepoB VRN4-B-NOINS-F2 u
VRN4-B-NOINS-R, ucnonp3yemoii B npeioxkennor mynbturuieke-I11HP nns nerexiuun
peneccuBHbIX ameneil rera VRN-B3. CekBennpoBanne U aHANN3 IEPBUIHON CTPYKTYPHI
aMILTUKOHOB [nHOM 1600 I.H. HOATBEPIWIT HACHTUIHOCTH ayutess Vin-B3b.

[TommydeHHBIE ~ pe3yNbTaThl  TMOATBEPXKMAIOT  Y3KYIH0  PacIpOCTPAHEHHOCTH
noMuHaHTHBIX ajuteneir VRN-B3 He TonbKo B copTax MArKO# miieHHUIB Buga T. aestivum
(Yan et al. 2006; Zhang et al. 2008; Igbal et al. 2011; Chen et al. 2013; Derakhshan et al.
2013), HO TakKe M B IPYI'MX IeKCAIUTOMIHBIX M TCTPAIUIOMIHBIX BHAAX. B mpeaslaynumx
UCCIIEAOBaHuAX auiesb VIN-B3b naeHtuduiimposan B 0MHOM COPTE MATKOM MIICHHUIIBI T.
aestivum u3 Kutast (Chen et al. 2013), a Taxke, ucxons u3 pesyiabtatoB I11[P-anamu3a,
BepoaTHO B msaTH coprax u3 MHpana (Derakhshan et al. 2013). B mnacTosmem
uccle0BaHuu aiesib VIN-B3b BeisiBiien B oOpasme Buma T. spelta u3 Hpana, uto
CBHJICTECIILCTBYET O BEPOSTHOM IIPOUCXOXKICHUHM 3TOTO ajljIeisi WUMEHHO Ha JaHHOU
reorpauueckod TEPPUTOPUU M TOBBIMIACT BEPOSTHOCTH €TO BBHISBICHUS HMCHHO B

Hpanckux 00pa3iiax reKcarIonHON MIISHHUIIBI.

3.3.3. Unentudpuramus rena VRN-D4

[Tockonbky ren VRN-D4 o6pasoBancs B pesynbrare nyruakanuu reHa VRN-AL B
KOPOTKOM IIIede XpoMocoMbl 5D, OH He XapakTepeH s TeTParuIOuAHBIX BHUIOB
MUIEHUIIBI, Y KOTOpbIX D renoM otcyrctByeT. IIpucyrcrBue wnu orcyrctBue reHa VRN-
D4 paznuuaet ero 1OMUHAHTHBINA U PELIECCUBHBIN ajlJIeIN, COOTBETCTBEHHO.

Jns unpentuduxanuu rena VRN-D4 ontumusupoBana amnens-cnenuduyeckas [TIP
(AC-IILIP) ¢ mpsmeiM npaitmepoM Ex4F2m3, pa3paboTaHHBIM [Jisl aHAJIHM3a TAaIUIOTUTIOB
sk30Ha-4 rena VRN-Al, u amnens-cneunduueckum oOpaTHbIM mpaiiMepom V4/R2m3,
pa3paboranaeiM k OHII (C/A) B uerBepTroM 3K30HE, paznuuaromuM reHbl VRN-D4 u
VRN-A1 (Kippes et al. 2015). B xoae IIl[P-anamu3za 77 o00pa3loB MSITH BHIAOB
TeKCaIyIONTHOW MIISHMIIBI, IeJIeBON (pparMeHT pasmepom 264 1.H., JETEKTUPYIOIIUI TeH
VRN-D4, BrIsiBeH TOABKO y 00pa3iioB Buaa I. Sphaerococcum, mpu 3ToM TOJIBKO Y TEX
U3 HUX, KOTOpbIe He HecyT qomuHanTHbIe auienn reHoB VRN (VRN-B1 (1 o6pasemn) wiu
VRN-D1 (2 o6pa3ua), mockoibKy Bee MpoaHaIn3upoBaHHbIe 00pasnbl T. sphaerococcum

peueccuBabl o VRN-AL).
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[Tonyuennble  pesynbratel  AC-IIIIP  xopomo cormacyroorcs ¢ IIMPOKO
pacnpocTpaHeHHBIM MHEHHUEM, YTO SIPOBOM TWH pa3BuTHs 1. Sphaerococcum ompeeneH

rinaBHbIM 00pa3om reHoM VRN-D4 (Kippes et al. 2015).
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3.4. UccaenoBaHue peryJsiTOpHbIX yuacTkoB reHoB VRN B pa3inuHbIX BUAAX

relccarmow:[noﬁ H TeTpaHJIOHIlHOﬁ NIIICeHU I bI

HccnenoBanue anjienbHOro pasHooOpasusi, CTpyKTypbl U ¢yHKuuu reHoB VRN
UMeeT KIIF0UEBOE 3HAUCHHUE B CEJICKIIMH MIICHUIIbI, TOCKOJIbKY MX 3KCIPECCHs BIUSET Ha
Pl arpOHOMUYECKHU LIEHHBIX PU3HAKOB, OMPEAEIAIONIMX aIallTUBHOCTD U YPOKAHOCTh
KYJIbTYpPBl B YCIOBHUSIX OKpPYXalomleil cpellbl KOHKPETHOTO Teorpauueckoro peruoHa.
OnHako n3-3a 0OCOOCHHOCTEW paclpOCTpaHEHHUs B MIICHUIIE ajulesied pa3IuYHbIX F€HOB
VRN, a Takxke MX pa3lIW4yHOro BIUSHUSA HAa (DEHOTHUIN, HAauOOJee AKTyaJbHBIM SBIISETCA
uccienoBanue renoB romeonoruueckoi cepur VRNL (Muterko et al. 2015a).

B  Hacrosmem  uccieqoBaHMM — peryiasTopHble  yyacTku — reHoB  VRNI1
aHAJIM3UPOBAINCH B PA3JIMYHBIX BUAAX TETPAILIOMIHON M TE€KCAIJIOMIHOMN MIIEHUIBI C
LENbI0 OIIEHKH HMX T€HETHUYECKOIo pa3HooOpa3us U MAECHTU(UKAIIMN HOBBIX aJUIEIbHBIX
BapUaHTOB. fIBlIeHHWE aHOMAJIBHO MEJIEHHON MUTpanuu U30THYThIX Pparmento JIHK B
NOJIMAKPUIAMHUJIHOM Trese ObUIO HMCIOJB30BAHO B KadecTBe 0a30BOro moaxoia ajs
BBISIBJICHUS TOJTUMOpP(]H3Ma B PETYyISITOPHOM ydacTKe o0acTu mpomMoTtopa. B pedynbrare
WH/IMBUYaJbHOTO TEHOTHUIIMPOBAHUS DSKCIEPUMEHTAJIbHBIX 00pa3loB, C IMOMOIIbIO
cootBercTBYtoumx JIHK-mapkepos, Obuta monydyena Haubosiee nosHas nHGOpMalus 1mo
aJIETbHOMY COCTOSAHHI0 MakOpHBIX reHoB VRN B momumnougnoi mnmenune (VRNI,
VRN-B3, VRN-D4), uto ykpenuio HaOIIOJAEMyI0 acCCOIIMATUBHYIO CBSI3b MEXIY
TEHOTUIIOM U ()EHOTHUIIOM B HKCHEPUMEHTAIBHBIX PACTEHUSX, a TaKKE IO3BOJIUIO
npe/icKa3aTh BO3MOXKHOE BIIMSHUE BBISBICHHBIX MYTAllMid B PEryJsSTOPHBIX ydacTKax
reHoB VRN1 na ¢enorumn.

B mpouiecce uccnenoanus renoB VRN1 6pu10 npoananmusupoBano 178 oOpasiion 6
BUJIOB TEKCAIJIOWTHOW W 6 BUJIOB TETpAruIOnHOM miieHuisl u3 57 ctpan (IIpunoxenue

11, 12, 14, 15).
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3.4.1. Ananu3 peryasTopHbix odJacreii rera VRN-AL

3.4.1.1. UnenTudukanus HOBOro Bapuanrta ajuieas Vrn-Ala

B xoxme snexrpodopesa mpoaykroB ammindukanuu npomoropa reHa VRN-AL B
obpazmax T. compactum wu T. dicoccum wuaeHTH(UIUPOBAHO JBE KOMOHHAIIMU
¢dparmentoB (Pucynok 12.A): (1) 853 + 944 m.u., (2) 853 + 924 + 944 1.H., KOTOpPbIC, B
cootBeTcTBUU co crnenudukanueit [P ¢ mapoit npaitmepo VRN1AF/VRNI-INTIR,
JNETCKTUPYIOT BapuaHThl JoMuHaHTHoro amrens Vrn-Ala (Yan et al. 2004a). Bropas
KOMOMHAIMS ()PAarMEHTOB OTJIMYAETCS OT TICPBOM HAJTUYHUEM JIOTIOJHUTEIHHO aMILTUKOHA
uMHOM 924 1.H. M paHee He ObuTa oxapakTepu3oBaHa. MneHTuduirpoBaHHbie M0 TpeM
koMOuHanmsaMm (pparmentoB [11IP Bapuants! amuiens Vrn-Ala Obutn o003HaueHs! kak Vin-

Ala.l u Vrn-Ala.2, COOTBETCTBEHHO.

A b
TamiR1123 ENERGY = -159.1
¢ & " o % " g
< 2R .4, [ 2 . " s
< \'?9 O L%\ (¢ (s
Q %, O 2, 0, O
£4 A < . @ 0. T
% 9 0, 05 Sz, %
> 2 % T B, i
1000 n.H. 5 g 3
- -—
MITE_VRN (Vm-A1a.1) o
- - . .. = ENERGY =-125.0
— R g
900 n.H.
e - g ~ s
S'oes 1]
2 : : 3
800 n.H. ) Probability >= 99%
= — 2 - o
'\’bf\ M ,\fbf\ Vm-A1a.2 ,\fbf\ MITE_VRN.2 (Vim-A1a.2) : 8 90% > Probability >= 80%
X\ Q‘« 4‘(\, 60% > Probability >= 50%

Pucynok 12. Wnentuduxamuss u aHanu3 ajulelbHbIX BapuaHToB Vrn-Ala,
nerexktupyembix B xoje I[P ¢ mapoii npaiimepoB VRN1AF/VRN1-INT1R (Muterko et
al. 2016a). (A) Dnexrpodopes B [TAAT ¢parmenrtos 1P yuactka mpomoropa Vrn-Ala
B oOpasmax T. compactum (¢parmeHT 853 T.H. XapaKTepu3yeTcsi OYEHb HHU3KOU
spdexktuBHOCTRIO  ammudukanuu). M — wmapkep anunbl  JIHK. (B) VYwuacrtox
nporrosupyemoit BropuyHoi ctpykTypsl PHK MITE VRN u MITE VRN.2 u3 amieneit
Vrn-Ala.l u Vrn-Ala.2, coorBerctBeHHO. OO0OO0O3HAaUYeHa YacTh MOCJIEIOBATEILHOCTH,
yyacTByom@ass B  (OPMHPOBAaHMM  CTPYKTYPbl  IIMHJIBKH, HEOOXOJUMOW I

nporieccupoBanus TamiR1123 mukpoPHK.
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Panee, Slu u coaBTOphl waeHTH(uIMpoBanu aBa Bapuanta Vrn-Ala (Yan et al.
2004a), oGo3naueHHele 37ech kak Vrn-Ala.l u Vrn-Ala.3, B spoBbIX o00pa3iiax
reKCcaIIOMaHOM mieHunsl Buaa T. aestivum. Torma sxe ObUIO IOKA3aHO, YTO ITH AJUIEIIH
colepXar JyIJIMKAlMIO O00JacTH MPOMOTOpa M YAaCTUYHO TPAHCKPUOUpYyeMOu
nocnenosarenbHocT reHa VRN-Al. B Hacrosimem wuccnepoBanum amiens Vrn-Ala.l
BBISIBJICH HE TOJIbKO B T'€KCAIUIOMHOM, HO TAaKKe W B TETPAIUIOUTHON MIEHUIE BUAA 1.
dicoccum (UA0300183, UA0300013), Toraa kak HOBBIM BapuaHT VIn-Ala.2 nadmogaics
TOJIbKO B oOpa3uax rekcaruiougHou mnmeHulsl ([Ipunoxkenue 11), 9TO BEposTHO
CBUJIETEIILCTBYET O ero 0oJiee MO3AHEM MPOUCXOXkaAeHUU. Kpome Toro, uaeHTuduxanms
B amrene Vrn-Ala.2 AOMOTHUTENHPHOW KOMWW YyYacTKa MPOMOTOpa H YaCTHYHO
TPAHCKPUOUPYEMON TOCIIEIOBATEILHOCTH TO3BOJISIET TMPEANOI0KUTh, YTO OO0pa3Ilbl
Hecymue Vrn-Ala.2 comepxar He MmeHee nByX kormii reHa VRN-AL Ha reHOM.

AMITTUKOH pasMepoM 924 1.H., gerektupyeMblii B amene Vrn-Ala.2, Owin
KioHHpoBaH U cekBeHupoBaH (GB: KR782255). B pesynprare anammsa NEpBUYHOM
CTPYKTYpbl JaHHOTO (parmMeHTa uaeHTUUIMpoBaHa Jeneuuss 16 nH. u 4
OMHOHYKJEOTHUJIHBIX  JeJelur B  IocjenoBaresibHocTH  MID MITE_VRN,
uHcepipoBanHoro B mpomotop reHa VRN-AL (amrens Vrn-Ala.l, GB: AY616458). B
HEJaBHEM HCcClieoBaHUU Obuto Tokazano, uro MITE-VRN (unceprupoBaHHbI B
npomotop Vrn-Ala.l) mpoueccupyer mnocienoBarenbHocth MukpoPHK w3 23 m.h.
(TamiR1123) (Yu et al. 2014), xoTopass KOMIUIEMEHTapHa paHee WICHTUDUITMPOBAHHON
miR507 (Yao et al. 2007). Jlnst onpenesieHus BIUSHUS Jenenud 16 MM.H. Ha CIIOCOOHOCTh
dbopMupoBaTh CTAOWJIBHYIO IIMUIBKY, KOTOpas HeoOXoIuMMa Jis TOCJIEeAYIOUIEro
nporieccuara  MukpoPHK, ©Obuta mnpoananusupoBana BTopuyHasi cTpykrypa PHK
MOJIEKyNbl. B pe3ynbrare aHamm3a YCTaHOBJICHO, YTO JaHHAs JCNelus HEe TOJIBKO
oxBathiBaeT 30% mociienoBaTebHOCTH Koaupyromei TamiR1123, Ho Takke Hapymiaet
(dopMupoBaHKEe BTOPUYHOW CTPyKTypbl mmwibkd (Pucynox 12.B), uro nemaer
HEBO3MOKHBIM JlajbHEUIINN poreccuHr MukpoPHK.

OCOOCHHOCTH TIEPBUYHOW CTPYKTYpPHI W TIOCIEIOBATEIHHOCTH HWHCEPIIMOHHOTO
caiita xapakrepusytor MITE VRN kak tpancnoszon cemeiicrBa Mutator-like (MULE)
(Yu et al. 2014). M3BectHo, 4YTO TpEACTaBUTENIM OTOro cemeiicteBa MI'D moryr
NPEOCTABIIATh albTEPHATUBHBIN mpoMoTop s Tpanckpunimu (Ferguson et al. 2012).

Kpome Toro, mHorue nocnenosareabHocTd, kogupyromue MukpoPHK, conepxar motus
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TATA-6okca u tpanckpubupyrorcs PHK nommmepasoit 11 (Xie et al. 2005; Parizotto et
al. 2004). B gr000oM ciy4ae, TPOMOTOp JO/UKEH  pacroyaraTbCs — BBIIIE
MOCJICIOBATEILHOCTH, Koaupyromei TamiR1123, mockoyibKy aKTHBHOCTh TPAHCKPHITIIHN
TamiR1123 nmo3uTHBHO KOPPEIUPYET C TPAaHCKPHUIIIIHOHHBIM ypoBHeM Vrn-Ala.l (Yu et
al. 2014). Do cnpaBeamuBo B cirydae eciau 1amiR1123 u Vrn-Ala TpaHckpuOUpyroTCs
OJIHUM TpPOAYKTOM. Jlnsi wuccienoBaHUs BO3MOMXHOCTH COBMECTHOTO CUUTBHIBAHUS
MITE_VRN u ueneBoro reHa oJJHUM TPAHCKPUIITOM, C IPOMOTOPA, JTOKATU30BAHHOTO B
MITE_VRN, meronom BLASTn npoBenen mouck nocieaoBatenbHoctt MITE_VRN B
0aze mannbix mmeHnyHbiXx EST. B pesynbrate moucka ObUI0 HAEHTU(GUIUPOBAHO 9
TpaHCKpUMNTOB U3 6 kiactepoB (Ta.98996, Ta.153105, Ta.11542, Ta.127802, Ta.219174,
Ta.125868) ¢ romonorueir He meHee 82% u mokpbiTHEM >77% (M3 HUX 6 00pa3IOB
nokpsiBanu nocienoBareiabHocTh MITE VRN Gonee uem Ha 90%). B To Bpems kak B 7
tpanckpuntax MITE_VRN 061 nokanmm3oBan B mpeaenax MPHK, nagamo aByx
TPAHCKPHUIITOB COOTBETCTBOBAJIO NO3nMLMH 24 1.H. B nocnenosareabHocty MITE VRN.
Pesynbratel BLAST ananu3a mpeamnonarairoT, YTO aJbTEPHATUBHBIM MPOMOTOP MOXKET
ObITh JIOKanu3oBaH B mocinenoBarenbHocT MITE VRN B mpenmenax 24 m.H. OT ero
Havasja. Bo3mMoxkHOCTh camoro mpoaykra TamiR1123 mpsMo miM KOCBEHHO BIHATH Ha
tpaHckpunuuio VRN-ALl kaxercs ManoBepoOsSTHOW, MOCKONbKY amienb Vrn-Ala ne
SIBJISICTCSl ©JMHCTBEHHBIM UCTOYHUKOM 1amiR1123, xoTopeie Takke MPHUCYTCTBYIOT B

oOpasimax o3umoi mmenutp (YU et al. 2014).

3.4.1.2. UnenTudukamnust HoBoro ajjeist Vrn-Ali

Onexrpodopes B [TAAI" pparmenTos I[P ygactka mpomoropa VRN-AL, koTtopsie
B arapo3HoOM Trejie JCTEKTUPOBAIM pereccuBHBIM amnenb VIN-Al (713 m.H.), BBISBHI
pasHUIly B CKOPOCTM MHUTpAIMM aMIUIMKOHOB. boiee MOIBMKHBIE aMIUTMKOHBI
MUTPUPOBAIN psAaoM ¢ ¢parmeHtamu 705 T.H., aMIuHUIMPOBaHBEIME B oOpasie T.
monococcum, mecymem amiens VIN-A"1 (Pucynok 13.A). ®parmentst TP u3 asyx
obpasmo T. turgidum (PI 208912, PI 221422), ob6pasuna T. durum (PI 74830) wu
pedepencroro ob6pasma T. monococcum (PI 428170) Obliu  KIOHUPOBAHBI M
cekBernpoBanbl (GB: KMO016789-KMO016792). Anamu3 mnepBHYHOH CTPYKTYPHI

MOATBEPIAI UICHTUYHOCTD aJIeIs vrn-A"1 B obpasme T. monococcum u BeisiBua OHII B
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nocienoBarenbHocTd A-Tpakta VRN-6okca rena VRN-AL B o6pasmax T. turgidum u T.
durum (Pucynok 13.B). B cooTBeTcTBHHU C CymliecTBYIomeH HoMeHKIaTypoit (Yan et al.
2004a), nossrit amiens reda VRN-AL o6o3nauen kak Vrn-Ali.

TpancBepcus azieHHHa B IUTO3UH B nocnenoBaTenbHocTH VRN-60kca amnens Vrn-
Ali npuBomuT K gAecTpykuuu A-tpakta (Az BMecTo As) W JUKBHIAIHMH
UHAYLIMPOBAHHOTO UM JoKaibHoro usrmba mosekynsl JIHK. Kpome Ttoro, nannas
MyTalusi COMPOBOXKIACTCA YBEIMYCHUEM T'HOKOCTH Ha JaHHOM Y4YacTKe, MOCKOIbKY
JKEeCTKHE AUHYKJIeoTHHbIe mark "AA" cMeHs0TCcsS 0ojiee THOKUMH JUHYKJICOTHTHBIMU
maramu "AC" u "CA". Ananu3 pacnpeenaeHus KPUBU3HBI U JOKAIbHBIX YIJIOB M3ruOa
mosiekynsl JIHK Ha maHHOM ydacTke MoKaszaj, 4TO U3MEHEHUS B CTPYKType A-Tpakra
MPUBOJIAT K BBIMPSIMIICHUIO MOJEKYIbI, punaBas gparmentam [P perexTupyrommm
awtens Vrn-Ali ¢opmy, OTIHYHYIO OT (GOpPMBI (PparMeHTOB, HIACHTUPHUIUPYIOIINX
penieccuBHbI amnenb VIN-Al ([lpunoxenune 13). OTH H3MEHEHUs COMPOBOXKIAIOTCS
HOBBIIICHHEM CKOpocTH murpamuu GparmentoB Vrn-Ali yepes I[TAAL 1o cpaBHEHHIO C
aMIUIMKOHaMHu VIN-Al, KOTOpble MHUTPHPYIOT aHOMAJIbHO MEJIJICHHO BCJIEJICTBUE HUX
OonbInen KPUBU3HBI, JNETePMUHUPOBAHHOM WHTaKTHBIM A-TpakTom B

nocienoBatenbHocTH VRN-60kca (Pucyrnok 13.A).

3.4.1.3. UnenTndukanus HOBbIX BapHaHTOB ajuieas Vrn-Alb

CrnenyromuM BaXXHBIM pPe3yJbTaTOM, IOIYYEHHBIM B XOJA€ 3JeKTpodope3a B
NOJIMAaKpUAMUIHBIX ressix npoaykroB amminudukanuu resa VRN-AL ¢ mapoit npaiimepoB
VRNI1AF/VRN1-INTI1R, sBisieTcss BBISABIACHHE DPA3IUYHON MOJBHIKHOCTH (HparMeHTOB
JUIMHOM, ONMW3KOM K Mapkepy, neTektupytomemy amieiab Vrn-Alb (Pucynox 13.A).
JlanHoe paznuuue He HaOMIoAAlIOCh MPHU pa3IefieHUU aMIUTMKOHOB B arapo3HbIX TesiX
WM B HEONITUMHU3UPOBAHHBIX ([urst pasimmyenus Monekyn JIHK ¢ pasnuuHoi KprBH3HOI)

ycaoBusix [TATD.
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Pucynox 13. Upentudukamuss HOBBIX amienbHbXx BapuanToB reHa VRN-AL
(Muterko et al. 2016a). (A) duckpumunanus amieneir Vrn-Ali u Bapuantos Vrn-Alb B
ONTUMH3HPOBAHHBIX YCIOBHSAX INpoBeacHus anekTpodopesa B [TAAT. (b) Myranuu B
nocienoBarenbHocTd VRN-Ookca, ormnmuarorme Vrn-Ali m Bapumanter Vrn-Alb ot
petieccuBHoro amiens VIN-Al. Tlepsuunas ctpyktypa VRN-00Kca anneabHbIX BAPUAHTOB
Vrn-Alb u Vrn-Ali xapakrepusyercs mosmmoppu3smMom A-Tpakra, Torna kak VRN-00kc
B awtenax Vn-Alb.5 u Vrn-Alb.6 otnmyaercs or VRN-Gokca amteneit Vrn-Ali u vrn-

Alb.4, coorBercTBenHO, Toapk0o OHII B C-000rameHHOM CETMEHTE.

[TomumopdHBIE aMITUKOHBI OBUIM  KJIIOHUPOBAaHBI MW cekBeHupoBaHbl (GB:
KMO047641-KM047652, KT692944, KT692945). B pesynbpTare MHOXKECTBEHHOTO
BbIPABHUBAHUSA CEKBEHUPOBAHHBIX MOCJIEI0BATEIILHOCTEN c pedepeHcHoM
HOCJICZIOBATENFHOCThEO  IoMuHaHTHOTO amwtens Vrn-Alb (GB: AY616461) O6buio
UACHTH(PHUIIMPOBAHO 6 BapHaHTOB 3TOro ajiens. Bce amnenbHble Bapuantbl VIn-Alb
cojiep)KaT TpU OOIIME OCOOEHHOCTH, a UMEHHO JCNCIHI0 MPOTHKEHHOCThI0 20 M.H. B
no3uiuu -137 m.H. OT CTApTOBOTO KOJOHA, AENEIUI0 TUMHUHA, ¢aaHkupyromero 5' VRN-
ookca u tpanzuuuio "T->C" B C-o6oramenHom cermente VRN-Ookca. I1sTh BapuanToB
(Vrn-Alb.1-b.5) ornmuamucey apyr ot Apyra  monuMopdu3MoM  A-TpakTa,
nokanu3oBaHHbIM B mpenenax VRN-O6okca (PucyHok 13.5). JlaHHble BapHaHThI
o6o3navensl kak Vrn-Alb.1 (A-tpakt = “AAAAT”), Vrn-Alb.2 (A-TpakT MyTHpPOBaI K
“AACCC”), vrn-Alb.3 (A-tpakr wmyrupoBan k “AAACC”), vrn-Alb.4 (A-tpakT
mytupoBan k “AAAAC”) u Vrn-Alb.5 (A-tpakr myrupoBan k “AAACA”). Bapuant
Vrn-Alb.6 mecer momomuutenpHyro TpancBepcuto "C->G" B C-o000orameHHOM CErMEHTE
VRN-06okca o cpaBHeHHI0 ¢ ayuieneM VIn-Alb.4. B nanHoi kiaccudukaiuy BapUaHTOB

Vrn-Alb, Bapuant Vrn-Alb.1 cootBeTcTBYyeT opuruHagbHOMY aytento Vrn-Alb, Bmepssie
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uneHTudumpoBanHomy Yan u coasropamu (Yan et al. 2004a). Ciiegyer OTMETHTB, YTO
¢dparmentsr TP amneneii vrn-Alb.3 u Vrn-Alb.5, a taxke amneneii vrn-Alb.4 u Vrn-
Alb.6 murpuposamu depe3 [TAAL ¢ mog00HOI CKOPOCTHIO, YTO TOAYSPKUBACT BAKHOCTh
nmuHHBL - A-Tpakta VRN-Ookca B ompeaeneHuu HaOMIOJaeMOro HW3MEHEHHUS B
noasuwxHocTH (pparmentoB JIHK B rene. B uenom, tpanceepcuun "A->C" B npegenax A-
TpakTa COMPOBOKIAIOTCS COKPALICHWEM €ro JUIMHBI M KaK CIEACTBUE YMEHBIIEHHEM
kpuBu3Hbl JIHK Momexynsl Ha maHHOM ydYacTKe, YTO MPHUBOIUT K BBIIPSIMICHUIO
MOJIEKYTbl W  TojAaBieHHIO  d3(p¢dekra aHOMaIbHO  MEAJICHHOM  MHTpalluu

cooTBeTcTBYIOUMX (pparmentos [11[P B nommakpuamMmuaHoM rere.

3.4.1.4. Hospblii ajiiean Vrn-Alj

B xone ITAI'D mpoaykToB amruiM@uKanuy ydacTKa MPOMOTOpa M 3K30HA-1 reHa
VRN-Al y nByx o6pasmo T. compactum (PI 262666, PI 41023) BeisiBiIeHO TIO JBa
neneBblx ¢pparmMenta. Oaud U3 HUX (713 m.H.) uaeHTUUUIKMPOBAT PELIECCUBHBINA aJlIehb
vrn-Al, torma kak apyroil parMeHT B YCIOBHSIX HU3KOW TeMIlepaTypbl MUTPUPOBAJ
ommzko k JIHK-mapkepam, [eTeKTHPYIOIIMM JTOMUHAHTHBIA —amiens Vrn-Alb.6.
[Tocnenuuit Ob1 BhIAENeH W3 reias u cekBenupoBaH (GB: KU738894). Awnanus
HYKJICOTUIHOU TOCIE0BATEIbHOCTH BBIABHII Aenenuto 54 m.H. Ha ydactke -140 - -87
OTHOCHUTEJIbHO CaliTa MHUIMAIIMN TPAHCKPUIILUU perieccuBHOro amens VIn-Al (Pucynox
14). B cooTBeTCTBUU C CYILIECTBYIONIEH HOMEHKIATYypOi, HOBBII ajuienab 0003HAUYEH Kak

Vrn-Alj.
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Pucynok 14. Jlokanu3zanusi MyTanuii B 00JacT IPOMOTOPA,

UICHTUGUIIMPOBAHHOTO B HACTOSIIEM UCCIeA0BaHuu aiens VIn-Alj.
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Xots aenerus B aywene Vrn-Alj Ha 63% mnepekpbiBaeTcs nenenueit 58 m.H., paHee
unentuduuposannoii B amtenae Vrn-Alf (Golovnina et al. 2010), tem He MeHee, oHa
OTJIMYACTCS OT TOCJEIHEH NPOTSHKEHHOCThIO W pacroniokenueM (Pucynox 14). B
YaCTHOCTH, MOCIEeI0BATENbHOCTE VIN-Alj comepKuT UHTaKTHBIC 24 I.H. Ha 3' KOHIIE, HO
JeJeTUpOoBaHble 15 M.H. B cepennHe U 5 1M.H. Ha 5' KOHIIE OTHOCUTENBHO Aenenuu Vrn-
Alf. Kpome Ttoro, amrenar Vrn-Alf HeceT Taxkke MyTalldH, JIOKAJIM30BAaHHBIE BHIIIE
neneruu  (Golovnina et al. 2010). [lannele pasmuuus mexay Vrn-Alj u Vrn-Alf,
BEPOSITHO, OyAyT MOJIE3HBI B (yHIAMEHTAIBHBIX UCCIEAOBAHUIX CTPYKTYPHI U QYHKIIUU
reioB VRN1, B uacTHOCTHM, TpH JOKAIU3alMU PETYIATOPHBIX CAHTOB Ha YYacTKe

IPOMOTOpA.

3.4.1.5. Hoswrii asutean Vrn-Alk

@parmentst [P, ammumdunupyemsie ¢ napoit npaiimepoB VRNIAF u VRNI-
INTIR B obpasuax PI 276015 u PI 191091 Bunma T. dicoccum, murpuposanu B [TAAT
OnMM3K0 K aMIummKoHaM ~ 760 I.H., 9TO COOTBETCTBYET (pparMeHTam, JETEKTHPYIOIIUM
amnenb Vrn-Ala. OgHako, TaHHBIN ajuienb paHee UACHTH(PHUIIMPOBAH B OTPAHHYCHHOM
KOJIMYECTBE 00pasioB MsArkod mireHuisl T. aestivum (Yan et al. 2004a) u He
HaOII0/1a7ICs B BUJIaX TeTparyioniHoi nimenuibl. Kpome toro, rarutorun Ex4C.s sk3oHa-
4 VRN-AL, unentuduupoBaHHbIi B JaHHBIX oOpasiax T. dicoccum (GB: KU844093),
He crnerubuyeH ans amens Vrn-Ala, KoTopbelif, B CBOIO OdYepeib, UMEET TaIlJIOTHUII
Ex4C.f. Ananu3 nocnenosarensHoctd JJTHK oGiactu mpomoropa, 3k30Ha-1 u uHTpOHa-1
reHa VRN-AL B o6pasmax PI 191091 u P1 276015 BeisiBua nHCEpIUiO 42 T.H. B MO3UIIUH -
122 mH. B obmactu mpomotopa (Pucynok 15). Hoswiii ammens rena VRN-ALl Obin
o6o3naveH kak Vrn-Alk (GB: KX874608).

Y4acTok npoMoOTOpa, COJEp)KALIUMN HMHCEPLUIO, HE MEPEKPBhIBACTCS MYTalMsIMHU,
paHee BbISBICHHBIMU B aienbHbIX Bapuantax VRN-AL, yto nenaet HOBbIM amiens Vrn-
AlK mepcneKTHBHBIM B HICHTH(PHKAIIMA PETYISATOPHBIX CAaHTOB, a TaKXkKe B
UCCJICIOBAaHUU acCOlMalMK ToJuMop(du3Ma pa3iuyHbIX YYacTKOB MPOMOTOpa ¢

aKTUBHOCTHIO dKcnpeccuu reHoB VRNI.
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Pucynox 15. Mnentudukanys 1 aHaau3 MEpBUYHON CTpYKTyphl amtens Vrn-Alk
(Mytepko u np. 2017). (A) Dnekrpodopes npoaykros I[P ¢ npaiimepamu VRNI1AF un
VRN1-INTIR B o0Opa3nax, Hecymux BapuaHTsl auiens Vrn-Ala, amrenu Vrn-Alk u vrn-
Al. (b) CekBeHorpammsbl IpoaykToB aMintudukarmu amiens Vin-Alk, monydeHHbie 1is
obenx nenerr IHK. (B) Jlokanu3anus u ctpykTypa 42 IL.H. HHCEpIUU B mpomortope Vrn-
Alk.

B mepBuYHOI CTpyKType MHCEpPLUUU MOXHO BBLACIUTH MOJMU-A-TpakT w3 21 m.H.,
bnankupoBanHblid 15-Tu HykIeoTuAHBIM TpsiMbIM TOBTOpoM (CCCAACCACCTGATA).
MoTuBYy 3TOro HmOBTOpPa, JOKAJIM30BAHHOMY CO CTOPOHBI 5' KOHIIA, IpeaUIecTByeT 6-TH
nykneotuaubii npsmoit moBtop (TCCTCA) (Pucynok 15.B). IlpumeuaTtenbHO, 4TO
pacm@poBKa CEKBEHOTpaMMbl CIEAYIOUIEH 3a MONU-A-TpakTOM HE MpeACTaBISIETCS
BO3MOKHOW KaK B INPSIMOM, TaKk M B OOpaTHOM HAaIlpaBJICHUH, BCIEACTBHUE HAJIOKEHUS
cnektpoB ¢uroopecueHuun (Pucynok 15.5), 4ro ykas3siBaeT Ha mnoauMopduM
IOPOTSHKEHHOCTH  NOJMU-A-TpakTa Cpelyd AaMIUIMKOHOB. J[aHHO€ mpeanosoKeHue
NOJTBEpKAaeTCcd HAOMIOJEHUEM Ha 3IIeKTpodoperpaMme paclpeiesieHuss MPOyKTOB
[P namnoro yuactka VRN-Alk B [TAAT, mutetida, mpeacTaBICeHHOTO aMILTHKOHAMH
OosbIIe JUIMHBI U WX TETepONYIUIEKCaMH, HayMHas OT LIEJeBOro ()parMeHTa W BHIIIE
(Pucynox 15.A). MnTepecHo, 4TO MUBEPTEeHIMS aMIUIMKOHOB MPOUCXOAUT TPH JTHHE
nonu-A-tpakra Oosee 21 m.H., KOTOpasi COOTBETCTBYET MPUOIU3UTEIBHO BYM BHUTKaM

criupanu JJHK.
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3.4.1.6. Anaau3 pacnpocrpanenus auieneid VRN-AL B noauniouaHoii nienuie

Annemn rena VRN-Al, Hecymue MmyTanmuu B 00JIACTH TPOMOTOpA, M aJlIeiH,
HECYIIMe MyTaIlK B 00JIACTH MHTPOHA-1, pacripocTpaHeHbI HEPABHOMEPHO B Pa3IMUHBIX
BHJ1ax noynruionaHou mmeHuIsl (Ilpunoxxenue 11). B wactHocTH, 0ko10 74 % 00pa3ion
HECJIH aJUIeNTd C MYTallsMH B MPOMOTOpPE U TOJBKO 26 % copepkanu MPOTSHKEHHYIO
neneruio (7.2 k0) B mepBom uuTpoHe Trena VRN-ALl (amrens Vrn-Alc (Langdon)).
Amnmens Vrn-Alc (Langdon) nerekTHpoBaH TOJBKO B 0Opasiax TeTparuionTHON
HIICHUIBI ¥ Tipeobiaanan y BuaoB T. durum u T. polonicum. JlomuHaHTHBINH ayiens VIn-
Ala uaeHTHGUIIUPOBAH B IMIECTH 00pasIax reKCarIOMJIHON IMIIeHMIIBI 1. compactum, a
TaKXKe B TETPAILIOWAHON mimeHurie Buga 1. dicoccum. Hossiii amnens Vin-Ali BeisBiIcH
TOJILKO B TETPAILIONIHOM IIIeHHUIIe, B 5 oOpa3max T. turgidum u obpasue T. durum.

Pasnmmunbpie BapuanThl amiens Vrn-Alb ObUiM IIUPOKO pacHpoOCTpaHEHHBI KaK B
TETpa- TaK U B reKcarmouaHbIX Bupax mmeHunsl (80 u 77 % oT amieneit Hecylmx
MyTallik B O0JIACTH TPOMOTOpa IS TETPAIUIOMJIHONW M TEKCAIUIOWAHOW TIICHHMIIHI,
COOTBETCTBEHHO). AJIbTepHATHBHBIC BapuaHThl ayuiens VIn-Alb Obun mpeacTaBieHbl BO
Bcex oOpasnax BujuoB 1. spelta m T. dicoccoides, Hecynux MyTallid B IPOMOTOPE IeHa
VRN-AL. MuTepecHO, 4To U3 MIeCTH BapraHToB ayuiens Vrn-Alb, kaHoHuueckuit BapuaHT
Vrn-Alb.1 6b1 HeTeKTUPOBaH TOJIBKO B 8% ciydaeB, Torja Kak B octaBmxcs 92 %, T.e.
B [TOJIaBJISIONIEM OOJIBITMHCTBE ClydacB, HaOJOaIMCh HOBbIC BapraHThl VIN-Alb.2-b.6.
Tak, ammens Vrn-Alb.2 wuneHTHdHUIMPOBaH BO BCEX SAPOBBIX oOpasmax Buga 1.
dicoccoides u B 42% o6pasuoB Buaa T. dicoccum. Asutens vrn-Alb.3 mpeoOnanan B
TeTparutonaHoi mmenure T. turgidum (40% o0Opa3iioB HeCIU 3TOT ajuieib). Asens Vrn-
Alb.6 BeIsIBIIEH BO Bcex oOpasmax T. polonicum ¢ myrantHeiM npoMoTopoM reHa VRN-
Al. Opurunaneubiii awiens Vrn-Alb (Bapuant Vrn-Alb.l) oOHapykeH TOJIBKO B JIBYX
obpazmax T. durum um 3 oOpasmax T. turgidum. B rekcamjiougHOW TNIIEHUIIC HOBBIC
BapuanThl VIN-Alb ObLu mpeicTaBiIeHbl MPAKTHYECKH BO BCEX MCCIIEIOBAHHBIX BHIAX 3a
uckimodenneM 1. sphaerococcum. Haumbonbiee pasHooOpasue BapuaHToB aytens Vin-
Alb BeIsBIEHO cpenu oOpasmoB Buaa . spelta, B KoTOpoM HIECHTH(PHUIIMPOBAHO TPH

BapuaHnTa 3toro amrens, Vrn-Alb.2, vin-Alb.3 u Vrn-Alb.6.
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JlomunanTHEIN amtens Vrn-Ale, panee maeHTH(OUIUPOBAHHBIA B TETPAILIONTHOU
mmrenune T. dicoccum (Yan et al. 2004a), nerextupoBan B obpasue T. dicoccum (GB:
KT361213), a Taxke 1Byx obopasmax T. carthlicum.

Nutepecno, uto HOBblie amienu VRN-ALl, uneHTHUIMpOBaHHBIE B HACTOSIIEM
UCCJICIOBAHUU TI0 W3MEHCHHIO CKOPOCTH MHTPAIMH COOTBETCTBYIOIIHMX (ParMEeHTOB
[TLP wepe3 ITAAI' (u3meHeHuro KpuBu3HBI U ruOkoctu mojekyn JIHK), 6p1mm Gomee
IIUPOKO TPEACTABICHBI B CIIy9alHOH BBIOOpKE O0Opa3loOB pa3IUYHBIX BHIIOB
MOJIMIUIOMAHOW  MIIeHuIbl, 4veM wu3BecTHele amrenu VRN-Al. D10  Moxer
CBHJICTEIILCTBOBATh O BEPOSITHOM BOBJICUCHUH ATUX aJUIeJIed B €CTECTBEHHBIN 0TOOP Kak

IMMOJIC3HOT'O IJIsd OpraHrn3Ma IIPpU3HaKa.

3.4.2. AHaau3 peryasiTopHbIx yuacTkoB rena VRN-B1

3.4.2.1. UnenTudukamnus HOBbIX NoauMop¢HbIX BapuanToB reia VRN-B1

B pesynpTaTe ananuza obmactu mpomotopa rena VRN-B1 ycrtanoBiaeHo, 94TO OYTH
Bce oOpasmpl Buga T. carthlicum (3a uckimrouenuem Pl 168672) comepikar HHCEPIUIO
perporpancno3ona (amiens  Vrn-B1(ins)), Torma kak ocraBmmecs — 00pasilbl
XapakTepu3oBanuch HHTAKTHBIM mpoMoTopoM VRN-Bl. Opnako mpu omnpeaeneHHBIX
YCIIOBUSAX JJeKTpodope3a B TOJMAKPUAMUIHOM Telie, YCHIMBAIOIIMX aHOMAaIbHO
MEJIEHHYI0 Murpanuio u3orHyteix Mmonekyn [IHK, unentuduuupoBana pasnuma B
noaBmwkHOCTH (pparmentoB IIIIP, nerextupyrommx wuHTaKTHBIA mpomoTop VRN-Bl
(Pucynox 16.A). [laHHble BapHaHTBl IOCICAOBATEIBHOCTH MPOMOTOpPA  OBLIH
o0o3nauensl kak VRN-B1.f, VRN-B1.m u VRN-B1.s, B coorBercTBMM ¢ HaOmr0maemMoi

CKOPOCTBIO MHUTparuu cooTBeTcTBytomux (parmentos [P uepes ITAAL ("f" = fast,

"m" = medium, "s" = slow). Habarogaembie pasnuuus B MOJBHIKHOCTH aMILUTMKOHOB
NETEKTUPOBAIUCH TOJIBKO B IMOJMAKPUAMHIHBIOM TeJie U YCHIMBAIUCH MPH CHIDKCHUU
KOH(OPMAIIMOHHOW TMHAMUKH U cTadmim3auu popmel mosekyn JTHK.

s mpoBeneHus Ooiiee aeTanbHOro uccienaoBanus, ammumkonsl VRNBL.f, VRN-
B1.m u VRN-Bl.s 6sumn xitonupoBanbl U cekBeHupoBanbsl (GB: KR782252-KR782254,

KT361212). B pe3ynbTare aHanu3a MEPBHYHON CTPYKTYphl aMIUIMKOHOB ayutens VRN-
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B1l.s unentudunuposanst 8 OHII (T102C, G174A, A297C, T341G, +360C, +370C,
C558T, C729G) u Tpu KopoTKuX Aenenuu mnpoTsbkeHHOocThio 7 M.H. ("GGAAAAA"), 3
nH ("GTA") m 2 mnH ("TT") ortHocurenpHo Bapuanta VRN-B1.f, koropsrii
COOTBETCTBYET PEIIECCUBHOMY ajuiento VIN-B1l ¢ uaTakTHRIM poMoTopoM. Asienb VRN-
B1.m otimuaercs ot VRN-B1.s orcyrcTBUem nenenuu B 7 m.H. Kpome TOro, ycTaHOBIEHO
gro OHII C654G u A693G, wuncHtudunupoBanusie otHocuTenbHo VRN-BL.f,

accoruupoBansbl ¢ ayuteiaem VRN-B1.m (Pucynok 16.5).

3.4.2.2. llonumopdusm Ha yyactke npomoropa rena VRN-B1 npuBoauTt k

U3MeHEeHMI0 JIoKaJIbHOH KpuBu3HbI JJHK MosiekyJibl

[To cpaBuenuio ¢ amieiaem VRN-BL.f, ammens VRN-BL.S comepxuT Tpu neneiuu
mmHod 2, 3 mw 7 mH.,, Torma kak amrens VRN-Bl.m oramuaercs or VRN-BL.s
OTCYTCTBHEM Jenernuu 7 m.H. OqHako, HeCMOTps Ha To, 9yTo myTtanuu B ajuiene VRN-B1.s
B OOmIEH CJIOXHOCTU MPHUBOAST K COKpAIICHWIO [JIMHBI aMmiuimkoHa Ha 10 1.H.,
¢parmentsl VRN-B1.s nqnunoit 958 n.H. murpupyiot yepe3 [TAAI" HamHOrO MenneHHee
yem ¢parmenTsl VRN-BL.f mmnoit 968 m.H. (Pucynok 16.A). Tak, pasHuIia MEKIy
¢parmentamu [LP, nerexrupyromumu amwiean VRN-B1.s u VRN-BL.f, uzmepennas
OTHOCUTENIbHO Mapkepa JnuHbl JIHK, B  ycioBusX, yCHWIMBAIOIKUX aHOMAJIBHO
MeJIEHHYI0 MUTrpanuio uckpubieHHbIX Mosiekyn JIHK uepes ITAAT cocraBmisiia Oonee
100 m.H. AnamornuHo ammiukoHsl VRN-Bl.m npnunoit 965 mn.H. murpupoBain B
MOJIMAKPUAMUTIHBIX Tesix OwicTpee, 4vem ammiukoHsl VRN-Bl.s (958 m.H.), HO
meienHee ueM VRN-B1.f (968 n.H.). Kak ObLI10 Moka3zaHO paHee, H30THYThIC MOJICKYIIbI
JIHK xapakTtepu3yroTcs aHoMadbHO MeasIeHHOM murpanueit B [TAAT, HO He B arapo3HbIX
(Marini et al. 1982; Diekmann 1989), uro rmaBHBIM 00pa30oM OOYCIIOBJIEHO
NPOTSDKEHHOCThIO W Jiokanm3anueir A-tpakrtoB (Diekmann 1992; Koo et al. 1986;
Hagerman 1990).
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Pucynok 16. Unentudukanus u ananus myTanuii B oonactu npomotopa VRN-B1,
pasMyarone TpU alielbHBIX BapuaHTa dToro reHa (Muterko et al. 2016a). (A)
Unentndukanus BapuantoB VRN-B1 B xome I[P c mapoit mpaiimepoB Prl u Pr2.
Paznenenne @parmentoB [P B ycnoBusix Hu3KoW KOH(GOPMALMOHHOW JUHAMHUKU
monekyn JJHK cnocoOcTByer HamexHON NUCKPUMHHALMU aJIbTEPHATUBHBIX BapHUAHTOB
nocnenosarenbHocT npomoropa VRN-B1. 1 — ne ontumusupoBanuwii [IAI'D npu
KOMHATHOM TemriepaType 6e3 oxjaxaenus B 10 % rene (Mmono/6uc-akpmiamun 29:1) npu
5 Blem; 2 — T1e ke aMIimukoHbl cemnapupoBaHbl B [TAAIT onTUMU3UpOBaHOM IS
HU3KOTEMIIEpaTypHBIX YCJIOBUW; 3 — OICHKa Bkiaga wu3rn6oB wmoiekynsl JIHK,
0o0yCNIOBNIEHHBIX JenenusiMi 7, 3 ¥ 2 I.H. B aHOMaJbHO MEIJICHHYIO MHIPALHUIO
¢parmentoB VRN-Bl.s u VRN-B1l.m; naGmronmaercs pacmemienne VRN-B1.m na 2
Bapuanta. (b) CpaBuenue mnocnenoBatensHocteit JIHK wnenTpampHOro yuactka
aMIUTMKOHOB, JAeTekTupyromux BapuaHThl VRN-B1. [lanHbli ydacTok coaepxur 3
nenemun B ayutene  VRN-BL.S, nBe U3 KOTOpBIX, JIOKaJIM30BaHHbIE B A-TPaKT
oOoramieHHOM cermMeHTe Hu T-TpakTe, 00YCIaBIMBAlOT BO3HUKHOBEHHE JIOKAJIBHBIX
U3rubOB M TPUBOAAT K yBenuueHuto kpuBu3Hbl Mmojekynsl JIHK. Ilozunuum m.H.
0003Ha4YeHbl OTHOCHTENbHO Havana amiuinkona VRN-BL.f. (B) Cynmepmnozumus
MpeACKa3bIBAEMbIX MPOCTPAHCTBEHHBIX CTPYKTYp Mojekyn JIHK mis ¢pparmentos TILIP,
JETeKTUPYIOIUX aJbTepPHATHUBHBIC BapHAHTHI TMOCIEIOBATEIHHOCTH MPOMOTOpA TeHa
VRN-B1. O603nauensr mecta nokanu3anuu nu3rubos JIHK, oOycnosnennsie nenenusamu 7

¥ 2 I.H. B A-TpakT 00orameHHOM cerMeHTe U T-Tpakre.
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Jenmermuu 7 T.H. ¥ 2 ILH. JOKAJU30BaHbl B IOCIIEAOBATEIBHOCTIX A-TPaKTOB,
KOTOpBIE B CBOIO OYepe/lb, PACIIOIOKEHBI BOJIM3H IIeHTpa PparmenTa. O6a 3Tux (akropa
BHOCAT CYILIECTBEHHBIM BKJIAJ B M3MEHEHHE KpuBU3HBI MoieKynbsl JIHK, npuBonms x
HaOmrogaeMoit aHoMainbHO MeieHHoW murpanuu ¢parmeHToB VRN-B1l.s 1 VRN-B1.m
gyepe3 [TAATD mo cpaBHenmio ¢ ¢gparmenramu VRN-BL.f. Jlenenms 2 m.H. cokpamiaer
npoTshkeHHocTh T-TpakTta ¢ 9 nmo 7 m.H. Kak panee Obuto moka3zano Koo u coaBTopamu
(Koo et al. 1986), ¢ cokpamennem mHB A-Tpakrta kKpuBm3Ha JIHK wmoexyisr
YCUJIMBAETCA, MOKA €ro JUIMHA OoJbliie 7 M.H., COKpallleHue KPUBU3HBI MPOUCXOAUT U3-32
aHTH(a3HON  KOMIIEHCAIMM  HSKBUBAJICHTHBIX  HM3TMOOB B MPOTHUBOMOJIOKHOM
HarpasieHnn. CrenoBaTeNnbHO, COKpalleHue JIMHbel T-Tpakta ¢ 9 1o 7 HyKJIEOTHIOB
COTPOBOKIAETCS YBEIIMUEHUE JIOKAIbHOM KPUBU3HBI JaHHOTO cermeHTa Mojekyinsl JTHK,
9TO OOBSACHSET BKIAA ACTCIHH 2 T.H. B aHOMAJIBHO MEIJICHHYIO MUTPAIHI0 ()parMeHTOB
VRN-B1l.s u VRN-B1.m. bonee mucranpHas nenernus 7 M.H. JIOKAJIM30BaHAa B A-TpakT-
O0oraTroM CeTMEHTE, OXBAaTBHIBAIONIEM YYacTOK IMpomoTopa oT -549 mo -509 m.H.
OTHOCHUTEIIBHO CTapTOBOrO KoJoHa HMHTakTHOW mocienoBareabHocTd VRN-B1 (VRN-
B1.f). JlanHbBIi yyacTOK CONEPKUT 6 A-TPaKTOB, KOTOPBIC Pa3ACieHbI JUHYKICOTHIHBIMH
maramMu "GC" win "GG". U3rubsl, MHAyHUpYEMblE€ MEPBBIM, TPETbUM M MATHIM A-
TPaKTOM, KOMIIEHCUPYIOTCS U3ruOamu, OOYCIIOBIEHHBIMU BTOPBIM, YETBEPTHIM U
MIECTBIM A-TPaKTOM, COOTBETCTBEHHO, KOTOPHIE OPHEHTHUPOBAHBI B MPOTHUBOTOIOKHOM
HampaBJIieHUU. B pe3ynbTaTe KpUBU3HA JIAHHOTO ydyacTKa He3HauwTenbHa. OpHAKO B
¢parmente VRN-B1l.s uyerBepThiii A-TpakT He KOMIIEHCHUPOBAaH MPOTHUBOMOJIOKHBIM
U3rHOOM TPeThero A-TpakTa BCIEICTBHE €ro OTCYTCTBUS M3-3a nenenun 7 n.H (PucyHox
16.5). DTO NMPUBOAMT K YBEIWYCHHUIO JIOKAIbHOW KpuBU3HBI Mojyekyibl JIHK u emie
oonpmiemy 3amemienuto ¢parmeHtoB VRN-Bl.S B monuakpumamugHOM Trejie 1o
cpaBHeHuto ¢ amrmuinkonamu VRN-B1.m. [letexktupoBan nomumMophusM TUHYKICOTUTHBIX
IIaroB, pasZeisIoUX BTOpoi W TpeTuid A-TpakThl B mpomotope VRN-BL.f B pasHbix
BUJIaX MIICHUIIBI. B pe3ynbTare cpaBHEHHS 3TOTO ydacTka B 15 oOpasmax, TOCTYITHBIX B
GenBank, ObLJI0 yCTaHOBJIEHO, YTO IOCJIEIOBATEIBLHOCTH, IMOJyYEHHBIC W3 BHIOB T.
dicoccoides wu T. turgidum, coxmepxxar munykineoruny "GG", Torma  Kak
nocinegoarenbuocT VRN-BL1.f B Bumax T. aestivum, T. durum, T. polonicum u T.

carthlicum conepsxat nunykneorun "TT".
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Jis ompeneneHuss BKJana AeNenud 7 T.H. B A-TpakT-00raroM CerMeHTE B
u3MeHenue kpuBu3Hbl Mosiekynbl JJHK u nHabmonaemoro 3ameienust aMmiinkoHoB VRN-
Bl.s B I[TAAT, ¢parmentsr I[P o6paszmo PI 208912 (VRN-BLl.s), Pl 466941 (VRN-
B1.m), IG 46528 (mocaemoBarenbHOoCTh KoTOporo coorBerctByer VRN-Bl.m (GB:
KM586665)) u Pl 191579 (VRN-B1.f) Obutm mnpoaHaau3upoBaHbl B OJUHAKOBBIX
ycaoBusax anekTpodopesa (Pucynok 16.A). B pesysnprate aHaigm3a yCTAaHOBJICHO, YTO
BKJIaJ 7 ILH. JellenuH B 3aMericHrne aMmummkoHoB VRN-B1.s nums HesHauntenbHo (5-10
%) peobiiagaeT Haja BKIaaoM Aenenuu 2 m.H. B T-tpakte. Takum oOpa3om, o0e aenenuu
BHOCSIT TIPAaKTUYECKH pABHOIICHHBIA BKJIaag B 3amemieHue ¢Qparmentos IIIIP,
nerektupyomux VRN-Bl.s mpu ux wmwurpamum uepe3 I[TAAI. Kpome Ttoro ObL10
oOHaApy)XeHO, 4YTO AaMIUTMKOHBI, MoJiydeHHbie B obOpasime IG 46528 (VRN-Bl.m.1),
MUTPUPYIOT HE3HAYUTENIbHO ObICTpee, YeM aMIUIMKOHbI u3 obOpasma PI 466941 (VRN-
B1.m.2), mpu Tom, 4yTo 0Oa oOpaslia XapaKTepU3YIOTCS IMOCJICI0BATEILHOCTHIO aJlICIIs
VRN-B1.m. BelpaBHMBaHUE HYKJICOTHIHBIX MOCIEAOBATEILHOCTEN JaHHBIX AMIUIMKOHOB
BBISIBUJIM JIENICIMI0 TUMUHA B mo3unuu 230 M.H. OT Hayaja aMIUIMKOHA U TPAHCBEPCHIO
G341T napymaronryro kopotkuit A-tpakt ("ATT") B mocnenoBarensaoct VRN-B1.m.1,
9TO, BO3MOXKHO, OOBSCHSET HAONIONAEMYI0 Pa3HUIy B TOJBI)KHOCTH aTbTEPHATUBHBIX
¢dbparmentoB anmnenst VRN-B1.m.

CnenyeT OTMETUTBH, 4YTO BapuabelbHOCTh yuyacTka mnpomoropa reHa VRN-BI,
BKJIIOUAIOINas Aenenuu 7, 3 u 2 m.H., ObUla BBISIBJICHA B MapajuieIbHOM HCCIICIOBAaHUH 1.
dicoccoides (Shcherban et al. 2015). OxHako B HACTOSIIEM HCCJICIOBAHHH BIICPBBIC
OIICHEHO pacCIpOCTpaHEHHE BapUAHTOB IMocieaoBarenbHocTu mpomoropa VRN-Bl B
MHOTOYMCIICHHBIX BUJAX MOJTUILUIOWAHON TIIEHUIIBI, TPEATI0KEH OBICTPBIA U HAIC)KHBIN
METOJ MX UICHTU(PHUKAIINH, a TAKKE TPOBOIUTCS HCCIETOBAaHIE BOZMOXXHOH acCOIManu

JTAHHBIX aJIJIeNIeH ¢ PEHOTUIIOM.

3.4.2.3. Pacnpoctpanenue a/uiesieit VRN-B1 B nmosunsioniHoi nueHuie

Ananmu3  pacnpocTtpanHeHuss  BapuantoB  VRN-B1 ¢ anpTepHaTHBHBIMU
MOCJICIOBATELHOCTAMU  NMPOMOTOpa mokazan, u9ro amienb VRN-BL1.f  mmpoxo
pPacIpoOCTPaHEH KAK B O3UMOM, TAK U APOBOU MOJIMIUIONJIHON MIIEHHUIIE, TOT1a KaK aJUIEIIb

VRN-Bl.S wuneHTuduuupoBaH MNPEUMYIIECTBEHHO B o00pa3lax, KOTOpbIE COIIACHO
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MACTIOPTHBIM WJIM SKCIEPUMEHTAIbHBIM JAHHBIM, XapaKTePU30BAIUCH SPOBBIM THIIOM
pasButusa. Pacnpoctpanenune BapuantoB VRN-Bl cpeam BugoB rekcammoumgHOM
nieHuibl He oanHakoBo. Tak amnens VRN-B1.S BeisiBieH Toiapko B oOpasmax Buja 1.
compactum u T. spelta. Pe3koe cCHmXCHHE a/UIEIBHOTO Pa3HOOOpa3usi BapHAHTOB
npomoTtopa VRN-B1, BeposiTHO, cBsizaHHOE ¢ 3(P(PeKTOM "OYTHUIOYHOrO rOpJbllmIKa" U
"3¢pdexkTomM ocHOBaTens'', COMPOBOXKIABIINE BUI000pa30BaHME, HAOIIOMATOCH B TaKUX
Buaax kak T. macha, T. vavilovii u T. shaerococcum, rie Bce aHAIM3UPyEeMbIe 00pa3Ilbl
necnu BapuanT VRN-BL.f. B TerparmmonaHoil mimeHWIle BCe BHABI 32 HCKIIOYCHHEM
obpasmoB T. carthlicum, coxepxammx wuHceprro MID B o0macTd mpoMoTOpa,
XapaKTepU30BAIUCH 0oJiee paBHOMEpPHBIM pacnpeneneHueM BapuantoB VRN-B1, cpenu
koTopeix mpeoOnagan amieab VRN-B1.f. Aminens VRN-Bl.m aerekTHpoBaH TOJIBKO B
nByx obpasiax T. dicoccoides (Pl 352322, Pl 466941). utepecHo, 4yTo Bce 00Opasifbl T.
polonicum, necymue amiens Vrn-Alc, acconuupoBanbl ¢ VRN-BL.S, Torma kak oOpasiibl
9TOro BHA, cojepkamme amwienb VIn-Alb.6, xapakrepusyrorcs Bapuantom VRN-BL.f.
Amnanoruuno, Bapuant VRN-B1.s unentudunuponan B oopasiax T. spelta ¢ Vrn-Alb.2.

Mynbrumekc-ITHP ¢ komOunanueit npaiimepoB Ex1/C/F, Intr1/B/R3 u Intr1/B/R4
ObLTa ONTUMHU3KUPOBAHA JIs UccleAoBaHus obnactu nHTpoHa-1 rena VRN-B1 (Pucynoxk
17). Mannsbiii Bapuant [P nerektupyer ¢pparmentsl amuHou 1531, 1091, 1055 u 705
.H. B autensx vrn-Bl, Vrn-Bla, Vrn-B1lb u Vrn-Blc, coorBeTcTBeHHO. JlOMUHAHTHBIE
amnmenmn VRN-B1 ¢ myrtanTHbIM HMHTpOHOM-1 mpeoOnanany B TEKCAIUIOMAHBIX BHJIAX
nmenuisl (IIpunoxenune 11). Cpenu 6 BUAOB TeTparyionAHON MIIIEHUIIBI TOJIBKO B OJTHOM
oOpasue T. durum uaentudunuponas amienb Vin-Bla u B 2 u 5 obpasmax T. dicoccum u
T. dicoccoides, cooTBeTCTBEHHO, ACTEKTHUpOBaH amienab Vrn-Blc. B rekcaruonmHoM
nireHue amiens Vrn-B1lc BeisBien B o6pasmax Bugos T. spelta (33 %), T. macha (oaun
obpazem) u T. sphaerococcum (oxuH oOpasen), Torna kak Vrn-Bla uaentudunupoBan

TOJILKO B 0Opasmax Buaa T.compactum (50 %).
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vrn-B1
1531 n.H.

Vrn-B1a
1091 n.H.

Vrn-B1c
705 n.H.
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Pucynok 17. II1[P-ananmu3 mepBoro mHTpoHa reHa VRN-Bl B pasmuunbiX Bumax
TeTparuionaHoN u rekcammonaHor mirenuisl (Muterko et al. 2016a). OGo3HaveHbI

nenessie pparments! [P, nunenTndunupyomue pa3auiHbie aieIbHble BAPUAHTHI TeHa
VRN-B1.

Takum oOpazoM, TOMUHAHTHBIA aiienb VIN-Blc Oonee mmpoko pacrnpocTpaHeH B
TETPAIUIONIHON U TeKCaIIOMIHON mieHwuIe, yeM aenu Vrn-Bla wnmm Vrn-Blb. Kpome
TOTO, B OOJBIIMHCTBE ClydaeB, oOpasmpl Hecylue qoMuHaHTHEIE ayutenu reHa VRN-Bl
TaKkKe cojepkar JaoMuHaHTHble amtenu reHa VRN-Al (aureHHo-JOMHHAHTHBIE).
HNuTtepecno, dYto Bce oOpasusl 1. compactum, pomunantHeie 1o VRN-Bl,
XapakTepu3oBaiuch auieneM Vrn-Bla, Torna kak aHanoruunbie oOpasisl T. spelta necnu

UCKIIOUYUTENRLHO ajuiens VIn-Blc.

3.4.3. OcoGennocTu gerexkuuu HOBBIX ajuieseit reaoB VRN-AL1 u VRN-B1

Pasnuune B kpuBuszne u ruOkoctu moiekyn JIHK, Bbi3zBanHOe MyTtanumsMu B
nocienoBarenbHocTd VRN-6okca amnensHbix BapuanToB reHa VRN-AL unu genenusmu
B A-Tpaktax B BapuaHTax npomoropa VRN-Bl mnpuBoauT K MOIyJISLMUA CKOPOCTH
MUrpanuu cootrercTByomux ¢pparmentoB [II[P. bonee 25 ner nazax Obuto mokasaHo,
YTO aHOMaJlbHasg Murpanus u3orHyThix Mosiekyn JIHK B monamakpumamMuaHbIX rensix
MO3BOJISICT JIETEKTHUPOBATh HE3HAYUTEIBHYIO TIOCIIEOBATEIHHOCTh-CIIEHU(PUIECKYIO
BapuabenpHocTh cTpykTyphl JITHK (Diekmann 1989). B HacrosieM uccieqoBanuu ObLIO

00Hapy>XEHO, YTO UYYyBCTBUTEIBHOCTb CKOpocTH Murpamuu (parmento I[P uyepes
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[TAAT x xpuBuzne monekyn JJHK sBasercs xopommm ocHOBaHWEM Ui pa3pabOTKu
MIPOCTOT0 M OBICTpPOro crocoda quckpuMmuHaIyu HOBBIX ayiesneit reHoB VRN-AL u VRN-
B1l. Tem He MeHee, UACHTU(PUKALIUSA ITUX BapUAHTOB TPEOYET CeU(PUUECKUX YCIOBUN
npoBeaeHus aekTpopopesa. CinenoBarenabHO, JaHHBIE YCIOBUS ObUTM ONTUMHM3UPOBAHbBI
JUIsL  TIOJIyY€HHsS MHUHUMAIbHBIX IOTEPh B  paspeliaroniel CcrnocoOHOCTH — MpuU
aneKTpodopese, 3alyleHHOM KaK ITpY HU3KOU, TaK U IPU KOMHATHOM TeMIlepaType.

Hanpumep, xak BumHO U3 pucyHka 16.A, mpu OOBIYHBIX YCIOBHUSX HPOBEACHUS
HeiitpannbHoro  [IAI'D  pasHuma  Mexay — ¢GparMeHTaMu, — JETeKTHPYIOIIUMU
aJIbTepHATUBHBIE BapUaHTHI IocienoBaTebHOCTH npoMoTopa reHa VRN-B1, sBusercs
HE3HAYWTEJIbHOW WJIM BOBCE OTCYTCTBYET, TOoraa Kak ontumuzanus [TAI'D npuBogut K
HOSBJICHUIO YETKUX pasznuuuil Mexxay Humu. K mpumepy, snekrpodope3 B arapo3HbIX
WIM TOJUAKPUAMUAHBIX TeNIIX NPHU CTaHIAPTHBIX YCIOBUSAX HE MO3BOJSET OOHAPYXKUTh
pasHuily Mexxay Bapuantamu Vrn-Alb. B pesymasrate, amtenu vrn-Alb.3 u vrn-Alb.4,
aCCOLIMMPOBAHHBIE C  O3UMBIM  THUIIOM  pa3BUTHs, MOIYT OBbITh  OIIMOOYHO
UICHTH()UIIMPOBAHbl KaK W3BECTHBIH JOMHHAHTHBIN amwtens Vrn-Alb, xkotopsrii
acCOLIMMPOBAH C SIPOBBIM THUIIOM pa3BUTHs. JlaHHas cuTyalMst yXe HEOJHOKpPATHO
Ha0JIr0/1a1ach B IPEIbIAYIINX UCCIIEI0BAaHUAX aJlieibHOrO pa3HooOpa3us reHa VRN-AL B
TETPAIUIONIHOM ¥ TEKCAaIUIOWAHOM TIIEHWIe, BBOAS B 3a0IyXJeHHE caMHX

uccieaoBateneil 1 mopokaas ommmbounsie npeanonokenus (Derakhshani et al. 2013;

Shcherban et al. 2015).

3.4.4. IloTpeOHOCTH B APOBU3ALMHU H BpeMsl KOJIOIIEHUS 00pPa310B MOJIUIIJIOH/IHOM

NIIeHUIbI, copep:kamux HoBbIe ajuiesim renoB VRN-AL u VRN-B1

CornacHO MacMOPTHBIM JaHHBIM TOYTH BCE OOpaslbl, B KOTOPBIX ICTEKTUPOBaH
aiens  VIN-Alb.3  xapakTepu3ylroTcs O3UMBIM THIIOM pa3BUTHsA. VICKITIOYeHHE
cocTaBJIsLTd TOJIbKO JiBa oOpasmia T. spelta (PI 306550, PI 323438), B KOTOPBIX TaKxke
npucyrcTByer amiens Vrn-Blc  (oOycnmaBnuBaeT  OTCYTCTBHE  TMOTPEOHOCTH B
spoBu3anuu). Yacth 00pas3IoB, HeCyIIuX aieib VIN-AlDb.3 OblIH BBIpAIEHBI B TEILIHIIE
B OTCYTCTBUU SIPOBU3AIIMHU Ha y/UIMHEHHOM (oTonepuose (>15 4) 1 TeHOTHIUPOBAHEI C
ucnionbzoBanreM [IHK-mapkepoB k reram VRN (Tabmuma 5). O6pasusr Pl 428342, Pl
655432 u UA0300214 (vrn-Alb.3, VRN-B1.f) He BbIuwM B TpyOKYy 1O OKOHYAHHUS
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skcnepumenTa (120 mueit). Toabko oOpasery T. turgidum Pl 223173 (vrn-Alb.3, VRN-
B1.s) xapakTepu3oBajcs Mo3aHUM KojorreHuem (128 aueit). [lomydeHHbIC pe3ysibTaThl
MOJITBEPIKIAFOT COXpPaHEHUE MOTPEOHOCTH B SIPOBU3AIMH W O3WMBIH THIT Pa3BUTHUS IS
obpasnoB ¢ amienem Vrn-Alb.3. Amnanormuno o6paszem T. dicoccoides (Pl 466941),
Hecymmii ayutenab VIN-Alb.4, B coOTBeTCTBMM ¢ MAacCHOPTHBIMU JaHHBIMH SIBJISICTCS
O03UMBIM, M 5TO OBLJIO MOATBEPXKACHO SKCIEPUMEHTaIbHO (HE BBIIIEN B TPYOKYy 10
3aBepiieHus dkcnepumenta, 120 aneit). B otnuune ot mocnennux, oOpasibl, HECyIIUe
amenu Vrn-Alb.2 u Vrn-Alb.5 cornmacHo macmopry, SBISIOTCS SPOBBIMH K 3TO OBLIO
MOJITBEPIK/ICHO SKCIIEPUMEHTAIBHO IMyTEM UX BBIPAIIMBAHUS B TEIUTUIE O€3 SpOBU3ALINU.
Tem He Menee, moutu Bce oOpasmbl ¢ Vrn-Alb.2 wecyr rtaxke VRN-Bl.s w/mmm
nomuHaHTHBIC ayieian Apyrux reHoB VRN1 (VRN-B1/D1). Tonbko o6pasier Pl 428178

(T. macha) u P1 190920 (T. dicoccum) ObLTH UCKITIOUCHUEM.

Tab6nmuma 5. T'eHoTHUI W CPOKHM KOJIOIIEHUS SKCIEPUMEHTAIbHBIX OO0pa3LoB

MIICHUIIBI BBIPAIIEHHBIX Ha YUTMHEHHOM (oTornepuoe (16 1) u 6e3 sipoBU3aIlui.

Bun ID VRN renorun Kosomenue
(£2 nust)
T. sphaerococcum  PI1182118  vrn-Al/vrn-B1 (VRN-BL1.f)/vrn- 53
D1/vrn-B3
P1 83402 vrn-Al/vrn-B1l (VRN-BL.f)/Vrn- 72
Dla/vrn-B3
T. spelta P1168680  vrn-Alb.3/Vrn-Blc (VRN-B1.f)/vrn- 67
D1/vrn-B3
P1330558  Vrn-Alb.2/vrn-B1 (VRN-B1.s)/Vrn- 59
D1s/vrn-B3
P1348428  Vrn-Alb.2/vrn-B1 (VRN-B1.s)/Vrn- 61
D1s/vrn-B3
P1348700  Vrn-Alb.2/vrn-B1 (VRN-BL1.s)/Vrn- 60
D1s/vrn-B3
T. compactum P1211701  vrn-Al/vrn-B1 (VRN-B1.f)/Vrn- 77
D1s/vrn-B3
T. vavilovii P1428342  vrn-Alb.3/vrn-B1 (VRN-BL1.f)/vrn- -
D1/vrn-B3
T. dicoccum UA0300212 Vrn-Alb.5/vrn-B1 (VRN-BL1.s)/vrn- 46
B3
UA0300214 vrn-Alb.3/vrn-B1 (VRN-BL1.f)/vrn- -
B3
T. dicoccoides P1256029  Vrn-Alb.2/vrn-B1 (VRN-BL1.s)/vrn- 66*
B3

P1466941  vrn-Alb.4/vrn-B1 (VRN- -
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Buna 1D VRN renorun Koaomenue
(£2 nHs)
B1.m.2)/vrn-B3
T. turgidum P1208912  Vrn-Ali/vrn-B1 (VRN-BL1.s)/vrn-B3 77
Pl 221422  Vrn-Ali/vrn-B1 (VRN-BL1.f)/vrn-B3 102
P1 223173  vrn-Alb.3/vrn-B1 (VRN-BLl.s)/vrn- 128
B3
Pl 264954  Vrn-Alb.l/vrn-B1 (VRN-B1.f)/vrn- 68
B3
T. durum P1 94729 Vrn-Alc/vrn-B1 (VRN-BL1.f)/vrn-B3 54
P1 74830 Vrn-Ali/vrn-B1 (VRN-BL1.s)/vrn-B3 76
P1655432  vrn-Alb.3/vrn-B1 (VRN-BL1.f)/vrn-B3 -
T. carthlicum Pl 532505  vrn-Al/Vrn-B1(ins)/vrn-B3 61

* Pl 256029, conepxut Vrn-Alb.2, Beimen B TpyOKy Ha 7 mHel panbiie, yem Pl
264954, necymmit Vrn-Alb.1

JlBa oOpasiia, B KOTOpBIX uaeHTH(uImpoBaH amiensb Vrn-Ali (Pl 208912 u Pl
74830), cornacHo MacmopTy, SIBISIOTCS SIPOBBIMH, TOT/Ia KaK YEThIPE IPYTUX — O3UMBIMHU.
OpnHako mpu BBIPAIIMBAHUM JIaHHBIX APOBBIX U 03uMBIX (PI 221422) oOpa3iioB Bce OHU
BBIKOJIAIIMBAJIUCH 0€3 SIpOBU3ALIMM, XOTS JAThl KOJOUIEHHUS OBLIM 3HAYUTENBHO Ooliee
MO3HUMH, YeM Yy o0pa3ioB MoHOreHHO-AOMHHAHTHBIX 1o VRN-Al wmm VRN-B1.
O6pazen; PI 221422 (o3umblii 10 MAcCTOPTY) BBIKOJIOCHIICA Ha 25 THEH MO3Ke, 4eM
oOpasupbl PI 208912, PI 74830 (sipoBble 10 macnopTy), MPU 3TOM T€HOTUITUPOBAHUE ITUX
00pa3110B He BBISIBIIIO Y HUX AoMHUHaHTHBIX ayeneid reHoB VRN-B1 u VRN-B3. B cszu
C OTUM TMPEAIOoJNaraercsi, 4YTO CHIDKCHHE UYBCTBUTEIBHOCTH K SIPOBH3AllUU U
(aKyIbTaTHBHBIN THIT Pa3BUTHS ISl 00pa3noB, Hecymux Vrn-Ali.

Oo6paszerr T. dicoccum, wecymuii amwtens Vrn-Alb.5 (UA0300212) BeikoamMBaics
Ha 22 mHs pasbire, yem Vrn-Alb.1 (Pl 264954). Ananoruuno, oopasusl ¢ Vrn-Ali Pl
208912 u PI 74830 BeixonammBaiuch Ha 25 AHEW paHbliine, yeM obOpasem Pl 221422.
Annens Vrn-Alb.5 xapakrepusyercs mytanueir VRN-Ookca, aHamorndso# ajieno Vin-
Ali, HO TaK)Ke COJCPKUT JAOMOJHUTEIbLHBIC MyTAllUK OOIIKE JIsl BCEX BAPHAHTORB aJIICIIs
Vrn-Alb. HUurtepecHo, 4to BO Bcex ciydasx Oosee panHue obOpasubl (UA0300212, PI
208912, PI 74830) mecom VRN-Bl.s. Kpome Toro, VRN-B1l.s Obin1 merexktupoBan B
obpasnie PI 223173, xoTophlii ToKa3aa MO3JHEE KOJIOUIEHWE, B OTIUYHE OT O3MMBIX
00pasIioB, Takke Hecymmx amienb VIN-Alb.3, o umeromux amtens VRN-BL.f. Jlanusie
HAOJIFOICHUS MPEAIIOIArat0T aCCOIHMAIHIO mexay  VRN-BLls, CHWKEHUEM

JYBCTBUTCIBHOCTU K SAPOBHU3AMHN W pPaHHUM KOJIOIICHHCM. XOTs BIUSHHE MYTaHI/If/'I B
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ainene VRN-B1.s Ha Bpems kojomeHus: KaXXeTcss MaJOBEPOSITHBIM, MTOCKOJIBKY JaHHbIE
MyTallUd JIOKAJIM30BaHbl HAa 3HAYUTEILHOM PACCTOSIHUM OT CTAapTOBOTO KOJOHA, OHU
MOTYT ACMCTBOBATh KaK JUCTAJIbHBIN 3HXaHcep miu camneHcep. Kpome Toro, Mel Takxe
HE MOXKEM HCKJII0YaTh, YTO 3HauuTeNbHbIe M3ru0bl B Monekyne JJHK, nabmtonaembie B
obmactu npomoropa VRN-Bl.Ss, mMoryr cnocoOcCTBOBaTh B3aUMOJEHUCTBUIO MEXIY
YIQJICHHBIM JHXAHCEPOM M PETYyIATOPHBIMH caiiTamu B mpomorope reHa VRN-B1,
akTUBUpPYsA TpaHcKpunuuio dyepe3 BbineTauBanne JHK. Hakomen B HemaBHem
UCCJIeIOBAaHUU ObLiIa BBISIBIIEHA aCCOIMAIUS MHCEPIIUHU B y4acTok mpoMoTopa reHa VRN-
D1, xoropas nmokanu3oBaHa Ha 600 m.H. BbIlIE€ caiiTa MHUIMALMU TPAHCKPUIIUHU (UTO
0onee yem Ha 60 1m.H. BbiIEe A-TpakT 00OTaIEHHOTO CETMEHTA) C MOBBIIIEHUEM YPOBHS
tpaHckpunmuu 3toro rena (Zhang et al. 2015). Tem He MeHee, B TO BpeMs Kak
denorunuueckuil 3¢pdext myranui, uaeHTU@UIMpoBaHHbIX B npomoTope VRN-Bl.s u
VRN-B1.m, tpebyer nanpHEHIEro u3ydeHHUs, albTepHATHBHBIC aJlICIIbHBIC BapHUAHTHI
VRN-B1 MoryT ObITh UCHOJB30BaHbl B KauecTBe NOIMMOP(hHBIX KogomMuHaHTHbIX JTHK-
MapKepoB B reHETHYEeCKOM aHanmu3e 1 MAS.

Kpome Toro, 6s110 00HapysxkeHo, uro oopaszer; UA0300212 (Vrn-Alb.5, VRN-B1.s)
BhIKOJIamuBajcs Ha 30 auelt panbiie, ueM PI 208912 u PI 74830 (¢ renorumom Vrn-Ali,
VRN-B1l.s). Dta pa3Huna npuOIM3UTENIBHO COOTBETCTBYET pa3HUIIE BO BpPEMEHU
KOJIOLICHUS, TTOJTy4eHHOM 11t oOpa3ioB PI 264954 (Vrn-Alb.1, VRN-B1.f) u PI 221422
(Vrn-Ali, VRN-BL1.f), kotopas cocraisuia 34 aus. B oboux ciyuasix, B CpaBHUBAEMBIX
obpasnax He BbIsABICHO nomMuHaHTHBIX ayuienei VRN-B1 u VRN-B3, onu HecyT ToT *e
amtens VRN-B1 u otnmuarores toneko amnensmu VRN-AL ¢ obmieit 0coOeHHOCTBIO -
tpausunus "T->C" B mocnenoBarenbHocTH C-00raToro ydyacrtka, JIOKaJM30BaHHOTO B
npenenax VRN-Ookca.

CornacHo macnmopTHBIM JaHHBIM, o0pa3iel 1. compactum PI 262666 u PI 41023,
Hecymue auienb Vin-Alj, xapakTepu3yroTcs SpOBbIM THIIOM pa3BuTHs. OJHAKO B XOJ¢
JIHK-mapkepHOrO aHanM3a YCTaHOBJEHO, 4YTO JaHHBIE OO0paslbl TakkKe Ccoaepxkar
nomuHaHTHbIE amuienu Vrn-Bla u Vrn-Dla. O6pasusr T. compactum Pl 262666, Pl 41023
(vrn-A1/Vrn-Alj/Vrn-Bla/Vrn-Dla), Pl 278541 (vrn-Al/Vrn-Bla/vrn-D1) u Pl 186391
(vrn-Al/vrn-B1/Vrn-Dla) BeIpamuBaguch B TEIUIMYHBIX YCIOBUSX Ha YIJIMHCHHOM
doronepuosae (24 1) u 6e3 siposusaiuu. Hocurenu amnens Vrn-Alj Beikojgocuiuch Ha 52

u 84 paHsA pasHblie 00pa3lioB, MOHOT€HHO-IOMUHaHTHbIX mo Vrn-Bla u Vrn-Dla,
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COOTBETCTBEHHO. TeM He MeHee, HeOOXOIUMO MPOBEACHNE TeHETUYECKOrO aHaln3a is
HOJTBEPXKIACHUS accorranuu amiens Vrn-Alj co CHW)KEHHEM YyBCTBUTEIBHOCTH K
SIPOBH3AIIHH.

O6pasuer T. dicoocum PI 191091 u PI 276015, B KOTOPBIX IETEKTUPOBAH alieib
Vrn-Alk, cornacHo macnapty, SBISIOTCS sipoBbIMU. Kpome Toro, mo pesymnbratam JJHK-
MapKepHOTO aHanu3a He oOHapyxkeHo aoMuHaHTHBIX amtene VRN-B1 m VRN-B3 B
JTaHHBIX oOpaszmax T. dicoocum. B 3Toit cBs3m, mpeanonaraercs, YTO HHCEPLUS B
npomorope amiens Vrn-Alk oOycrnaBiauBaeT CHHXKEHHE MOTPCOHOCTH B SPOBHM3AIMU U
dakynpraTuBHBIM THN pa3BuTus. OOpazenm PI 191091, BeipameHHbiii B Termie, 0e3
MpeABAPUTEIHHON ApoBU3AIMHU, Ha 24 4acOBOM (POTOIEPHOIE BBIKOJIOCUIICS Ha 92 JeHb,
YTO COTJlacyeTcs C NachopTHBIM BpemeHeM IBeTeHHs (99 nueit). ['eHoTunupoBaHue
naHHoro oOpasua c ucnosb3oBanueM JIHK-MapkepoB K H3BECTHBIM alljIeNiiM T'€HOB

VRN1 u VRN-B3 noareepauino Hamnuue amieias Vin-Alk u perieccuBHBIX ajuiescii TeHOB

VRN-B1 u VRN-B3.

3.4.5. Ioaumopdusm VRN-60kca accONMUPOBAH ¢ MOTYJISIIIAEH MOTPeOHOCTH B

SIPOBHU3AallMH U BPEMEHU KOJOIICHUSA MIIICHUIBI

[Tonmumopdu3m deThipex yuacTKOB MPOMOTOpPA OTIAUYAECT PEIIECCUBHBIN ajuiens VIN-
Al ot autenpHbIX BapuantoB Vrn-Alb. Cioga otHocsaTcs nmoiaumopdusm A-tpakrta u C-
ooratoro cermenta B VRN-Ookce, nenerus 20 m.H. u geinernus "T" Beime u ke VRN-
00Kca, COOTBETCTBEHHO. Y CTAaHOBIIEHO, UTO JICTIEIUS BhIIIE, TOYHO TaKXKe, KaK U JIeTICIs
20 m.H. Huke VRN-00kca, BeposiTHO, HE KPUTHYHBI JUISI MHAYKIIUUA TPAHCKPUIILIUU 3TOTO
ajuiesnis B OTCYTCTBUU sIPOBU3ALIMH, TTOCKOJIBKY UICHTU(PUIIMPOBAHBI TOJIBKO B BapUAHTaX
Vrn-Alb u orcyrcTBYIOT B npyrux moMuHaHTHBIX aymiensx VRN1 ¢ myrantHeiM VRN-
6okcoMm, Takux kak Vrn-Ali, Vrn-A"1g, Vrn-A"1a. Kpome Toro, annenu vrn-Alb.3 u vrn-
Alb.4, taxke Hecylmye 3TH MyTallud, WACHTH()UIMPOBAHBI UCKITFOUYUTEIBHO B O3UMBIX
obpasmax. B 31Ol cBsizm mpenmonaraercs, uyro uMeHHO moaumopdusMm VRN-Gokca
OTIpE/IeNIIET CHIKEHUE YYBCTBUTEIBHOCTH K SIPOBU3AIMH OOPA3IOB C JOMHHAHTHBIMU
annenbHbIMH BapuaHTamu Vrn-Alb. Tem He MeHee, Henb3s HCKJIOYATh TOTO, YTO
BiusHue MyTanuii BHe VRN-Ookca, mNposBIsAEeTCS TOJBKO B  acCOIMAIlUU  CO
cnenuduueckumu MytauusmMu BHyTpu VRN-6okca. Panee VRN-Gokc Obl1 mpemioxeH

KaK aJbTePHATUBHBIN PEryIsTOPHBIN caiiT oTBeTa Ha spou3anuio reaoB VRN1 (Pidal et
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al. 2009). B pesynbTaTeé MHOXECTBCHHOTO BBIPAaBHHBAHHUS OOJIBIIMHCTBA HM3BECTHBIX
ameneit reHa VRN-AL, Hecymux myTanuu B 00J1acTH MPOMOTOPA, KOTOPBIC BIHSIOT HA
norpe6HOCTh NuIeHuIs! B sposusanun (Vrn-Ala, Vrn-Alb, Vrn-A"1a, Vrn-Ald, Vrn-Ale,
Vin-A"1g, Vrn-Alh u Vrn-Ali) ycTaHOBJeHO, 4TO BCe OHHM cCOJepXaT MYTallud B
nocnenoBarenbHocTd VRN-Ookca, Takue kak OHII, nncepuun/nenennu uim ero mojHoe
ynanenue (Pucynok 18). DTotr pe3ysbTaT MOAUYEpKUBACT BAXKHOCTD MOCIICIOBATEIIEHOCTH
VRN-0oxkca B perymsiuun Tpanckpuniui VRN u B oTBeTe MIiIeHUIIBI Ha SIpOBU3ALIMIO.

WHTEpeCcHO, YTO MyTallid B HOBBIX JOMHHAHTHBIX amiensax Vrn-Alj u Vrn-Alk, B
OTJIMYHME OT OOJBIIMHCTBA M3BECTHBIX NTOMUHAHTHBIX ajutenedt reHa VRN-AL, necymmx
MyTanuu B o0xacTh mpomoTopa, Jokamu3zoBaHsl Ha 50 - 70 m.H. Hmke VRN-Ookca.
CnenoBareiabHO, BbI3BAaHHBIE WX HAJIMYMEM HW3MEHEHHS B TPAHCKPHUIIIMOHHOMN
AKTUBHOCTH, OOYCIIaBIMBAIOIINE €€ MHIYKIUIO B OTCYTCTBHE SIPOBHU3AINH, BEPOSTHO,
00yCJIOBJIEHBI JICUCTBHEM ATbTEPHATUBHBIX MEXAHU3MOB PETYISIIIUU SKCIPECCUU TEHOB
VRN1, koTopble accOUMHUpPOBaHBI C JAPYTUMHU DPETYIATOPHBIMU CaliTaMM B MPOMOTOPE
ATHX TCHOB.

B uenom, nonmumopduszm VRN-G6okca 00ycioBIieH, TTIaBHBIM 00pa3oM, MyTalUsIMH
B MEpPBUYHON cTpykType A-Tpakta u C-Ooraroro cermenrta. Hacrosiuiee uccnenoBanue
NpEearoaaraeT, 4To MyTalud B OOOMX 3THUX y4YacTKaxX BIIMSAIOT Ha HKCIPECCUIO0 T'€HOB
VRN1. B wyacTHOCTH, 3TO BIMSHHE MpPOABISIIOCH B HaJU4YMe WIM OTCYTCTBUU
noTpeOHOCTH B SPOBU3ALIMU U PA3JIMYUU B CPOKAX KOJIOIIEHUS 0OPa3IOB C MyTaHTHBIM
VRN-60kcom rena VRN-ALl. 5'- konerr VRN-6okca comepxut T-moBTOp U A-Tpakr.
Panee oTmMeuanoch, 4To XOTS 3Ta MOCIEA0BATEIBHOCTh UMEET 3HAUUTEIBHOE CXOZCTBO C
TATA-GokcoM, KaXXeTCsi MaJOBEPOSTHBIM, YTO JIAHHBIM yYaCTOK UTPAET XOTh KaKyIO-
HUOYIb CYIIECTBEHHYIO pojib B wuHuUnManuu TpaHckpunmuu VRN, mockombky
JIOMUHAHTHBIE ajulesid, B KOTOpPhIX VRN-00KC TOJHOCTBIO TIOTJIONMICH JIeJIeIueH,
XapaKTepu3yloTcss TakuM ke ypoBHeM okcrpeccur VRN, kak ¥ HHTaKTHBINA TeH.
JleiictBuTenbHO,  00MacTe  mpoMoOTOpa,  coxepkamias — A-TpakT W T-moBTOp
("TTAAAAA"), noka3ssiBaeT xoporiryto koppensnnio ¢ TATA-60kcoM, B COOTBETCTBUH C
NO3UIIMOHHBIMU BecoBbIMU MaTpuiiamu (Bucher 1990). Kpome Toro, Ha TaHHOM y4acTke
npenckasbiBaercs TATA-O6okc npu ananuze Oosee yem 1500 m.H. BBIIE CTApTOBOTO
komoHa reHoB VRN1 u3 A, B u D reHOMOB ¢ HCIIONTb30BaHUEM Pa3IMYHBIX HHCTPYMEHTOB

IUIs TIpeJICKa3aHusi MMPOMOTOPOB T'eHOB pacTteHuil, takux kak TSSP (Solovyev et al.
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2003), NSITE-PL (Solovyev et al. 2010) u PlantCARE (Lescot et al. 2002). B
nocyeHeM cirydae nocienoBarenbHocTh "TTTAAAAA" Obuia uaASHTUPHUITIPOBAHA KaK
KOpPOBBIN 3JIeMEeHT npoMoTopa reHa glyceraldehyde-3-phosphate dehydrogenase (gpc2) B
Zea mays. Tem He Mmenee, VRN-6okc B amrensx Vrn-Ald, Vrn-Ale u Vrn-A"lg
MOJIHOCTBIO  JieneTupoBaH. llpenmonaraercs, 4YTO TPaHCKPHUIILMS OSTUX aylieiei
UHUIMUPYETCS C albTEPHATUBHOIO MPOMOTOPA, KOTOPBIA JIoKanu3oBaH Bbiie VRN-
ookca. B mo0om citydae, rae Obl He pacnosarayics npomMoTop (10 uiu B cTpykrype VRN-
OoKkca), BEpOATHO, YTO TMpH Hanmuyuu HHTaKTHOro VRN-060kca TpaHCKpUMIIHUS
OJIOKMPOBAaHHA  THUIOTETUYECKUM  PEIpPEeccoOpoM,  KOTOPBIA  CBSI3BIBAETCA  C
MOCJIEZIOBATENbHOCTBIO ATOTO PETYISTOPHOTO 3JIEMEHTA.

OO6bI4HO, cunTaercs, yTo apdunocts 6enka k JJHK BriarouaeT B ceOs aIUTUBHBIN
BKJIaJ] HYKJICOTHJIOB, JIOKQJIM30BAaHHBIX BHYTPH LIE€JEBOH mocienoBaTenbHOCTU. OHAKO
NETePMUHUPOBAHHBIE TEPBUYHOM  CTPYKTYpOH OCOOEHHOCTH MPOCTPAHCTBEHHOMU
opranuzauuu Mosekyasl JJHK u ee nedpopmupyemMocts SBISIOTCS KOMIIOHEHTAMH TaK
Ha3biBaeMoro "kocBeHHoro cuuthiBaHus" ("indirect readout"), OCHOBHOrO HCTOYHHKA
HeaJaauTUBHOCTH Tipu criennduueckom JIHK-OenxoBom y3naBanmm (Travers 1995). K
npumepy, TATA-OGokchl, conepxamue 3-4 KOHCEpPBAaTUBHBIX a/ICHUHA UMEIOT JKECTKYIO,
KOHTEKCTHO-HE3aBUCUMYIO KOOTMIEPATHBHYIO CTPYKTYPY, CBSI3bIBaHUE O€lKa ¢ KOTOPOH
JIydIIIe ONMUCHIBACTCS HEaIMTHBHON MoJenbIo Onmxkaiiniero cocena (Faiger et al. 2007).
B coorBerctBHmM ¢ 31Ol Momenwsto, TATA-cBsaspiBatonuecs 6enku (TBP)/TATA-Goke
cucrema sBrngercs cnenuuueckum JIHK-6enkombim  kommuiekcom, rtae JHK
KOH(pOpMAIUsI HUCIIONB3YEeTCST TOJBKO B KpallHEeM Ciy4ae, a B3auMOJICHCTBUE
OCYILECTBIISICTCS TVIABHBIM 00pa3oM mocpencTBoM "kocBeHHoro cunthiBanus" (Kim et al.
1993; Nikolov et al. 1996; Juo et al. 1996; Patikoglou et al. 1999). B wactHoCcTH, Cpeau
CTPYKTYpPHBIX CUTHaNOB miisg pacno3HaHus TATA-O6okca TBP moxer BwIcTymaTh yroi
TOPCUOHHOTO 3aKpy4yuBaHus ABoMHOW cnupanu B cepenuHe TATA-Ookca, a Takxke
pacrio3HaBanue riobdanpHOM rudkoctu Monekynsl JTHK (Bareket-Samish et al. 2000).
Onnako, B ciaydae ¢ mnoauMopdusMoM A-TpakTa, BBISBICHHOM B HACTOSIIEM
UCCJICIOBAaHUY, AJJUTUBHBIE W HEAJIUTUBHBIE KOMIIOHEHTHI HE MOTYT OBITh YETKO
pa3lieNieHbl, TMOCKOJbKY HYKJICOTHUJIHAsl IMOCJIEeA0BaTeNbHOCTh (MHA) A-TpakTta
(anIMTUBHBIM KOMIIOHEHT) OMNpeesieT THOKOCTh M TMPOCTPAHCTBEHHYIO CTPYKTYPY

(popmy) monexynel JIHK Ha nanHOM ydacTke (HeaqUTHUBHBI KOMIIOHEHT).
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AnnenpHble BapuaHTel VIN-Alb, accommmpoBaHHBIE ¢ O3MMBIM U SIPOBBIM THIIOM
pasBuTHs, a Takke amiend VIN-Al u Vrn-Ali, oTnuyaromuecss Apyr OT Apyra TOJBKO
onuuMm win HeckonbkuMu OHII B mocnenoBarensHoctu A-Tpakta VRN-0okca,
aCCOLIMMPOBAHBI C PA3IMYHON MOTPEOHOCTHIO B SAPOBU3ALUU U Pa3jIMuUeM BO BPEMEHU
KOJIOUIEHUS MIUEHUIBl. B 3TOW CBSA3M Ipeanonaraercs, 4YT0 UMEHHO MOIUMOPPU3M A-
TpakTa B VRN-00KCe BHOCUT OCHOBHOM BKJIaJa B MOAyJsiuio skcnpeccuu reHa VRN1. B
HACTOSIIEE BpEeMs YK€ OUYEBUIHBIM SBIIICTCS (PAKT, YTO B CBS3M C YHUKAJIBHOU
CTPYKTYpPOH U CIOCOOHOCTBbIO BIUSATh Ha JokanbHyto KpuBuszHy JHK, A-TpaxTs
NPEIOCTABISIIOT OOIIMI TEeHETUYECKUH MEXaHWU3M JUIsl PEryNslud aKTUBHOCTHU
IPOMOTOpPA C TIOMOIIIBIO PA3TMYHBIX TPAHCKPUIIITUOHHBIX (PAKTOPOB M TOHKON HACTPONKH
AKCIIPECCHH Ha TPEJICKa3yeMOW OCHOBE, C Pa3pelIeHueM, KOTOPOE MOMKET OBITh Jaxe
BBIIIIE, YeM JOCTHUTaeMO€ 3a CYeT pPEIaKTUPOBaHUS CaWTOB CBA3BIBAHUS C
TpaHCKpHIIMOHHbIME (akTopamu (Raveh-Sadka et al. 2012). ®yskiuoHambHas
AKTUBHOCTh TaKHX »OJEMEHTOB MPOMOTOpA, TJaBHBIM 00pa3oM, 3aBUCUT OT HX
BHYTPEHHEH CTPYKTypbl, a HE OT B3aUMOJIEHCTBUA C CHeUUPUUHBIMH K
nocinenoparenbuocT, JIHK-csaspiBatomumu Oenxamu (lyer et al. 1995). B macrosimem
UCCJIEIOBAaHUU TOKa3aHo, yTo nojaumopdusm A-tpakta B VRN-OGokce compoBokaaercs
u3MeHeHreM KpuBHu3HbI M TuOKoctH Mosiekyn JIHK (Pucynokx 18). CnemoBatenbHo,
HEJIb3sl MCKJII0YaTh, YTO JIaHHOE HW3MeHeHus KpuBu3HbI U TuOKoctH JIHK wmoxer
OKa3bIBATh BIIMSIHUE HA CHIIY CBSI3bIBAHUS TMIIOTETUYECKUX OCJIKOB MM UX KOMILUIEKCOB,
nojasisitomux TpaHckpunuuio VRN1 ¢ perynstoproil mocnenoBaTenbHOCTBIO VRN-
Ookca (WM (raHKUPYIOMIMX ero ydactkoB). Hampumep, panee ObLJIO MOKa3aHO, YTO
Hanmnuue  A-tpaktoB,  ¢uankupyromux — CArG-60okc  MoOXkeT  crmocoOCTBOBATh
dopmupoBanuto nernu JIHK, csaseiBatomeit Hekotopeie MADS-gomen conepxariue
TPAHCKPUIIIIMOHHBIE  (aKTOPhl, M OKa3blBaTh, TaKUM OO0pa3oM, BIHUSHHE Ha
cnerupuyHocth JIHK-cBs3bIBaHMS ¢ KOMIUIEKCaMU 0o0Jiee BBICOKUX IMOpsiakoB (Muifio et
al. 2014). C ngpyroili CTOpPOHBI, CHMYJISIHS MOJICKYJISPHOW JTUHAMUKA |
AKCIIEPUMEHTAIbHBIC JIAHHBIC YCTAHOBHWIIM, UTO Maias Oopo3aka A-TpakTa COAEPKHUT
BBICOKO-TH/IPATUPOBAHHBIE CAWTHI, YTO YKa3blBa€T HA TOTEHIIMAJIBHYI CIIOCOOHOCTH
ATUX AUHYKJICOTHIHBIX IIAr0B 00€CIIeYMBATh CAalThI Uisl BOJOPOAHBIX cBsazel npu JJTHK-

OenkoBoM B3auMmoeiicTeuu (Yonetani et al. 2009).
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Pucynok 18. IMomumopdusm VRN-06okca pasnmuyaer amtenn VRN-AL (Muterko et
al. 2016a). (A) PacnpenencHue JOKaIbHONW KPHUBHM3HBI, TUHYKICOTHIHOW THOKOCTH U
TETPAHYKJICOTHIHOMN KECTKOCTH B mocienoBarenbHocTH VRN-00kca amneneit Vin-Ali u
Vrn-Alb1-b6. (b) MuosxectBeHHOe BoipaBHuBanue ayteneidr VRN-AL, Hecymux MyTanuu
B 00jacTH mpomoTopa (3a uckiroueHueM amiens Vrn-Ala). [To3uiuu B 1.H. 0003HaYEHBI

OTHOCHUTCIIBHO CTAPTOBOI'O KOJOHA pCUCCCUBHOI'O aJJICIIA vrn-Al.

Takxke  Hemb3ss  HEAOOIEHMBAaTH  BaxHOCTh  C-Ooratoro  cerMeHra B
nocnenoarenbHOCTH VRN-Ookca. Tak tpansunus "T->C" Oblia BBISIBIEHA TOJBKO B
awtene Vrn-Alb u ciaemoBarenbHo jgerekTupoBaHa kak B "spoBeix" (Vrn-Alb.l, Vrn-
Alb.2, Vrn-Alb.5, Vrn-Alb.6), tax u "o3umeix" (vrn-Alb.3, vrn-Alb.4) Bapuanrax.
OnHako paHee ObLIO MOKa3aHO, 4To jeienus 20 mH. B mpomortope amnens Vrn-A"la
acconuupoBana ¢ spoBeiM Tumom pasButus (Yan et al. 2003). [lannas mgenerus
BKJIFOUaeT vacth C-Ooratoro cermenta VRN-Ookca (C3 Bmecto C4TC4), oxBaTbiBas
cait nokanuzanuu Tpauzunuu "T->C" u 12 mH. HUke. B HacTosmeM wucciaenoBaHun
BeisiBIeHa TouTH 30-7HEBHAs pa3HUIlA B CpPOKaxX KOJOMICHHS MEXIy OO0pa3iaMy,
HecymuMu  penieccuBHblie autenu reHoB VRN-B1 u VRN-B3 (Tabmuma 5), HO
nocnenoBarenbHOCTh VRN-Ookca B rene VRN-AL paznuuaromnierocst no tpansunuu "T-
>C" B C-6orarom cermente (ammenu Vrn-Alb.5 u Vrn-Ali), npu 5TOM MO3IHOIBETYIIHMA
(deHoTHN XapakTepu3oBaJicsi MHTAaKTHBIM C-0oratbiM cermeHToM (amtensb Vrn-Ali).
Kpome Toro, nomuHanTHbI#H amtenas Vrn-Alb.6 otiuuaetcs ot perieccuBHoro vin-Alb.4
tonbko omauM OHIT B mnpenmenax C-6oraroro cermenTta. Hakonern, mnoutud Bce
nomuHanTHbie amnenu VRN1 ¢ myrantHeiM VRN-O60kcom comepkaT MyTalud B

nociienoBaresbHoct C-0oraroro cermenra. Tompko Vrn-Ali umeer uHTakTtHbIl C-
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Ooratelii y4acTOK, M OH AaCCOLUMHPOBAH C TO3JHUM KOJOUICHHEM. OTH PEe3yJIbTaThl
NOTYEPKUBAIOT BaxXHOCTh C-oOoramienHoro ydactka B VRN-Ookce B perynsuuu
tpanckpunuuu reia VRN-AL. M3BecTHO, 4TO TyaHUH- M IUTO3UH-O0raThie yyactku JJHK
CrocOOHBI 00Pa30BBIBATh HEKAHOHUYECKHE CTPYKTYpPHBbIE KOH(OpMAIMH, BKIIOYAIOIINE
BTOpPUYHBIE CTPYKTYpbl, oOpa3zoBaHHble ueTbipexuenoueyHo JHK, a wumenno G-
KBapyIUJIEKCHl U 1-MOTHUBBI. DTU CTPYKTYPbl BOBJICUYEHBI B KOHTPOJb IKCIPECCHH T€HOB
HIOCPEICTBOM PETyJIHpPOBaHuUs TpaHCcKpunuonHoi aktuBHocTH (Du et al. 2008; Verma et
al. 2008), a Taxke mocTTpaHCcKpuIonHo# perymsuuu (Bugaut et al. 2012). B stoii
CBSA3M MOXKHO TMpeAnoyioxkutb, 4to C-Oorareiii ywyactok VRN-OGokca perynupyer
tpanckpunuuio VRN1 mocpeactBom o0pa3oBaHMsi CTPYKTYpPhl KBapJyIUIEKca, KOTOpas
necrabmnmsupyercst tpansuiueit "T->C" (B amwnenbHbIX BapuanTax Vrn-Alb) wimm He
MOET OBITh C(POPMHPOBAHA B CBSI3M C JACJCIHHEH HYKJICOTHUIHON MOCIEI0BATEILHOCTH
(8 amnene Vrn-A"la), mpusoms k axtuBaumu Tpanckpunumu VRN1. Hampumep,
MyTalMoHHasi aectabunm3anus G-KBapAyIuieKkca, JIOKaIH30BaHHOTO B MPOMOTOPE TeHa
C-MYC (oHKOTEH 4YelIOBEeKa), COMPOBOXKAACTCS aKTHBALMCH TPAHCKPHUIIIMKM ATOTO T'eHa,
oOycioBneHHoi necradbmnuzanueit J[HK-6enkoBoro komiiekca, B KOTOPOM Oe€NoK
sBIsieTcsl  pernpeccopom  TpaHckpunimu (Siddiqui-Jain et al. 2002). bonee Toro,
cymiecTByeT MHeHHe, uTo (G-TpakThl XapakTepU3YIOTCS  TPAHCKPUIIIMOHHBIMU
CBOMCTBAaMH, KOTOPbIC MPAKTHUESCKH WIACHTUYHBI TaKOBBIM B A-TpakTax (lyer et al. 1995),
YTO MOXKET CIY>KUTh OCHOBOM 11 BO3MOXKHOTO B3aumoencTBusi C-6oratoro yyacTtka u
A-tpakta VRN-6okca. XoTssi U C MEHBIIUM TMOJ00MEM, MO CPaBHEHHIO C MOTHUBOM
kBagpymiekca, C-oOorameHHbI y4acToK (TakKke Kak M IOCIEI0BaTeNbHOCTD,
oxBaueHHas jgenernmer 20 mH. Hmwke VRN-Ookca B Bapmantax amiens Vrn-Alb)
acCOLIMMPOBAH C KOPOBBIM 3JIEMEHTOM IPOMOTOpa M3BeCTHBIM Kak Y-TpakT ("Y Patch"),
CT-6oratblii ydacTok, yacto HabmomaeMblii B pactutenbHbix TATA-6oke mpomoTopax
(Yamamoto et al. 2007). K npumepy, okono 50% KOpPOBBIX MPOMOTOPOB pUCa COJACPIKAT
omuH i 6onee Y-tpakroB (Civan et al. 2009). Tem He MeHee, PyHKIMOHAIBHAS POJIb
JAHHOTO JJIEMEHTa, KaK W BIMSHUE MOTUMOp(PU3Ma €ro MEPBHYHOW CTPYKTYPHI Ha

PEryisinuto TpaHCKPUIIITHUU, OKOHYATCIIbHO HCYCTAHOBJICHHBI.
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3.4.6. loaumoppusm rena VRN-D1

AnnenpHoe paszHooOpasue mo reHy VRN-D1 B mimeHurie 3HaAYMTENBHO YyXKe, YeM
romeosiornyubeiX TeHoB VRN-AL u VRN-B1l. EnuncTBeHHBIM JOMUHAHTHBIA ajuienb VIn-
Dla, uaeHTUUIIMPOBAHHBIN B copTax T. @aestivum, CoOAep KUT MPOTIKCHHYIO JICIICIIUI0 B
TICPBOM MHTPOHE M aCCOIMUPOBaH ¢ spoBbIM TUMoM pa3sutus (Fu et al. 2005). Jleneuuu
B uHTpoHe-1 rerna VRN-DI1, accomuupoBaHHBIE CO CHI)KCHHEM YYBCTBHTEIBHOCTH K
SPOBU3AIIMN, UICHTU(PHUIIMPOBAHBI TAaK)KE€ B BEPOSITHOM JTUIUIOWTHOM JoHOpe D reHoma
msrkoi mmenuibl Aegilops tauschii Coss (Takumi et al. 2011). MHTEpecHO, UTO TaHHBIC
nenenud ObUTM  acCOIIMMPOBAHBI C SPOBBIM THUIIOM Pa3BUTHS TOJIBKO B YCIOBUSAX
JUTMHHOTO JHA (otomepron >15 4) W He BIMSUIM Ha BpPEMsS KOJIOIICHHUS B TIOJICBBIX
ycnoBusax. OHaKO B HACTOSIIEE BPEMs JIOCTOBEPHO HE BBISABICHO MYTalMil B 00JIacTH
npomotopa rena VRN-D1, kotopsie 00yclaBIMBalOT CHMKEHHE UYYBCTBUTEIBHOCTH K
SPOBHU3alIMK COIIOCTaBUMOE ¢ MyTalueii B mHTpoHe-1 amens Vrn-Dla (Yan et al. 2004a;
Fu et al. 2005; Zhang et al. 2015). Tem He MeHee, psia MyTanud WACHTH(QHUIUPOBAH B
npomortope reda VRN-D1 B 03uMbIX U sipoBbIX copTax T. aestivum (Takumi et al. 2011;
Golovnina et al. 2010; Zhang et al. 2012; Zhang et al. 2015). Tak, amrens Vrn-D1b
(MytaHnTHBIM  Bapuant amiens Vrn-Dla) xapakrepusyercs OHII C->A B
nocnenoarenbHOCTH CAr(G-O0okca, a TakkKe COACPKUT MPOTSHKECHHYIO JENelHi0 B
UHTpOHE-1, uaeHTuuyHyto nenenuu B amene Vrn-Dl1a u acconiunpoBan ¢ 0osiee mo3HUM,
yem Vrn-Dla, konomenuem (Zhang et al. 2012). Amtens Vrn-D1c conepxuT HHCEPLUIO
174 n.H. B no3unuu -601 m.H. U Xapaktepusyercsi 0ojiee BICOKOM TPaHCKPUMIIIMOHHON
aKTHBHOCTBIO B OTCYTCTBHHU sipoBH3almu, 4em amienb Vrn-D1b, Ho Bce ke HamHOrO
Oonee Hu3koM, yeM amnenb Vrn-Dla, u accormuupoBaH ¢ 0cTaTOYHON MOTPEOHOCTHIO B
SIpOBU3AIMH U (PaKyIbTaTHBHBIM THIIOM pa3suTus (Zhang et al. 2015).

B 9Toil cBsi3M aKTyanbHBIM SIBISIETCSI aHAN3 MOJIUMOp(GU3Ma PEryIsTOPHBIX
y4acTKOB TpoMoTopa u mepBoro wuHTpoHa TeHa VRN-D1 B pasnuuapix Bugax
TeKCAIUTOUTHOW MINEHUIBI C TENbI0 WACHTU(PUKAIMU HOBBIX alljIesield AToro reHa. B
HACTOSIIEM HCCJICIOBAHUH, PETYISATOPHBIC YYaCTKH B 00JIACTH MPOMOTOpPA U IEPBOTO
unTpoHa rena VRN-D1 npoananusupoBansl B 77 o0pa3liax MATU BUAOB MeKCATIOUTHOMN

nieHunsl u3 35 crpan (Ipunoxenune 12.).
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3.4.6.1. Ananu3 noaumopdusm odaactu npomoropa reia VRN-D1

[Tapa mpaitmepoB VRNIDF u VRNI1-INTI1R ¢mankupyer ydacTtoxk mpomortopa (-
722 - 0 m.H.), 5k30H-1 u yacte mepBoro mHTpoHa (+185 - +248 m.H.) rera VRN-D1.
[Ipsimoit mpaitmep siBIseTcs cneruduuHbiM K D reHoMy, Torjia Kak oOpaTHBIN MpaimMep
Obu1 panee paspadoran s amrumdukanuu rera VRN-AL (Yan et al. 2004a). Onnako
BbIpaBHUBAHUE TOCIIe0BaTeIbHOCTEN romeonorndnbix reHoB VRN1 nmokasano, uro caift
OTKUTa JTaHHOTO MpailMepa KOHCEPBAaTUBEH BO BCEX TPEX reHax. B 3TOM cBsA3M maHHas
KOMOMHAIMS MpaiimMepoB ObuTa onTuMu3upoBana ais [11{P-ananusa obmactu mpoMoTopa
VRN-D1. B xone anekrpodope3a MpoayKTOB aMILTU(UKAIIMA UACHTH(DHUITUPOBAHBI JBa
tuna gparmenTtoB I[P (~1020 m.H.) ¢ paznuunoi noaBuxHOCTHIO B [TAAI" (Pucynok
19). BeicTpo MurpHpylommii ¢parMeHT BBISIBICH B uYeThIpeX oOpasnax Buga 1. spelta
(UA0300304, PI 272573, PI 306550 u PI 323438) u o6pasue T. macha (Pl 428178).
[TomumopdHBIE aMITMKOHBI OBLIM KJIOHHPOBaHBI M cekBeHHpoBaHbl (GB: KF939526-
KF939529). B pe3ynbrare MHOKECTBEHHOIO BBIPAaBHUBAHHUS CEKBEHHPOBAHHBIX
aMILTHKOHOB ¢ pedepeHcHbIME mocienoarenbHocTsiMu reHa VRN-D1 (GB: AB630962,
AB630964 u AY616454) BoisBIieH psia MOJIUMOPQHBIX mo3unuid. st 6osee geTanbHOTO
UCCIIeZI0BaHuUs JaHHOTO ydyacTka rposeseH in silico ITLP ¢ mapoii npaiimepoB VRN 1DF /
VRNI1-INTIR u nykneotunnbix nocieaoBatenbHocteil reHa VRN-D1, monydeHHbsix u3
0a3bl manubix GenBank. Mnentudunuposanst in silico ammaukons! pauaoi 1012, 1018
u 1020 m.H. B oOpasnax Buma Aegilops tauschii u ¢gparmentsr pazmepom 1020 m.H. B
oOpasiax rekcariougHou mreHuisl (T. aestivum). Cpeau ammiankoHoB juinHoM 1020
IL.H. BbIsIBIIEHO 9 cerperupyromux cautoB: G66C, T281C, A394G, C633T, G735A,
A747G, G780A u G868A. Opnako [aHHBIM MOMMMOPGU3M HE TMPEICTaBIEH B
UACHTU(QUIMPOBAHHBIX B  HACTOAIIEM  MCCIEAOBAHMM  OBICTPO  MUTPUPYIOLIMX
¢parmenrax. BmecTto 3TOro, mocieaHue XapakTepU3OBAIHMCH JAeienusMu | TL.H. B
no3unuax 50 u 52 n.H., uHCcepumren TuMuHa B no3unuu 346 m.H. u tpanzunuen T->C B
no3uuuu 30 n.H. MHcepuus tumMuHa B no3uuuu 346 m.H. MPOUCXOJUT Ha ydacTke T-
TpaKTa U MPUBOJAUT K YBEJIMYCHUIO ero JmuHbl 10 8 m.H. (T-tpakt = (T)g). B pesynbrare
aHanuza pacnpezaenenus kpususnbel mojekyn JJHK d¢parmentos TP, nerextupyrommux
anbTepHatuBHble ramnotunsl VRD-D1 (ammukonsr pmuuodt 1019 u 1020 m.H.),

YCTaHOBJICHO, YTO yBEJIWYCHHE JIMHBI T-TpakTa Ha 1 muHykineotuaHbiil mar (T;->Tg)
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NPUBOANT K YMEHBIICHUIO JOKAaJIbHOW KPUBHU3HBI M BBEIIPAMIICHHIO MOJIEKYIbI (Pucynok
19). Takum oOpa3om, HabIOgaeMasi pa3HHIA B CKOPOCTH MUrpairuu ¢pparmentos I1LIP,
neTektupyromux anprepHatuBHble ramiotunsl VRN-D1 He moxeT ObITh 00BsACHEHa
Tolbko genenuedd 1 T.H. w B Oounblied cTeneHH O0OYCIOBIEHA HM3MEHEHUEM
NPOTSDKEHHOCTH T-TpakTa, COMPOBOXKIAIOIIUMCS MOIYJSIUEH KPUBU3HBI MOJEKYJIIBI

JTHK.

A b

1020 n.H.

ey,

> -
1019 n.h.

KpnawaHaUMSA) (TR

317 327 337 347
Moaunums (n.H.)

Pucynok 19. Anamu3 o6nactu mpomoropa rena VRN-D1. (A) Wpentuduxanms
rariotunoB Hap-7T u Hap-8T B xone TP ¢ mapoii mpaitmepos VRNIDF - VRNI1-
INT1R. (b) Pacnpenenenue mpenckassiBaeMoii kpuBu3Hbl MoJiekysbl JIHK Ha ydactke
nokanu3anuu nomumopduoro T-tpakta. (B) IlpenckaseiBaemas gopma mosekyn JHK
anprepHaTuBHbIX TamotTunoB VRN-D1 B obnactu nokanuzanuu mnonumopduoro T-

TpaKTa.

Crnenyer OTMETUTh, YTO HU OJHA M3 ATUX MYTAIlMil HE 3aTparuBaeT IUC-aKTUBHBIC
perynatopHbie ydacTku (Takue kak CArG, VRN, unu G OOKcwI), mpejamosiaras, 4To
nanHble mytanuu reHa VRN-D1 He BinusoT Ha M3MEHEHHE €ro 4yBCTBUTEIBHOCTH K
sapoBuzanuu. [ammotunsl reHa VRN-D1, pasnuuarommecs mo Tpoa0DKUTEIBHOCTH
nanHoro T-tpakra, Obputm 0003HaueHBbl kKak Hap-7T (MHTakTHas MOCIEAOBATEIHHOCTD,
NETeKTUPOBAHHAs B MEJICHHO MUrpHUpyrommx amrmuinkoHax, 1020 mu.) u Hap-8T
(MyTaHTHasi TIOCIIEJOBATEIILHOCTh, HWACHTU(DHUIMPOBAHHAS B OBICTPO MUTPUPYIOIINUX

amrukonax, 1019 m.H.).
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3.4.6.2. Unentuduxanus HoBoro anjens Vrn-D1s

Mynprumiexke [P c¢ mpaiimepamu Intrl/D/F, Intrl/D/R3 u Intrl/D/R4 Obuia
UCIIOJIb30BaHA JUISI HWCCIICAOBaHHSA YydacTka nepBoro wuHTpoHa (Pucynok 20). Ilapa
npaitmepoB Intrl/D/F u Intr1/D/R4 ¢nankupyeT ydacTok JMHOW 997 1M.H. B HUHTaKTHOM
uHTpoHe-1 (peueccuBHbIi amiens VIN-D1), toraa kak ¢gparments TP pasmepom 1670
IL.H. JCTEKTUPYIOTCA NMpu aMmiuidukanuu ¢ mapor npaiimepoB Intrl/D/F u Intr1/D/R3
nomuHaHTHOTO ayutens Vrn-Dla, necyiero nenenuo npoaokuTeabHOCThIo 4.2 kO (FU
et al. 2005). B xone »snektpodopesa MPOAYKTOB aMIUTM(DHUKAIMK JICTEKTHPOBAH
nonmuMopdusM HHBI 1eneBbiX (QparmeHToB. @parment IIHP nmmuHoit 977 m.H.,
JETEKTUPYIOMINMA peliecCUBHBIN atens VIN-D1, 611 ipeacTaBieH B 66 o0pa3iiax, B ceMU
oOpasiax pa3mep aMIUTUKOHOB cocTaBui 1671 M.H., 4TO yKa3bIBaeT HAa JOMHHAHTHBIN
awens Vrn-Dla, m Tonpko B 4eThlpex oOpa3uax HAEHTU(GUIMPOBAH paHee He
HaOmonaBmuiics ¢pparmMent anuHoi 1841 m.H.. B pe3ynbpTaTe pasneneHuss MyJIbTHILIEKC
[IIIP w mnpoBeneHue aHamu3a C OTIACIbHBIMM KOMOHMHAIMM MpaiiMepoB (MAapHBIX
peakuuii), ObLJIO yCTaHOBJIEHO, 4TO (parMeHThl 1841 m.H. amnaMuUUUpyOTCS Napon
npaiimepoB Intr1/D/F u Intr1/D/R4. CnengoBarensHo, HHCEPIUS MPOU3O0IIIIA B UHTAKTHBIN
yuyacTok mnepBoro umHTpoHa reHa VRN-D1 B amnene aumkxoro tuma (vin-D1). Jlanabie
aMIUTMKOHBI OBUIM KJIOHHMpOBaHbl U cekBeHupoBanbl (GB: KF800714). Ananu3
NEPBUYHON CTPYKTYphI mokazan Haauune wHcepiuun MID (DTA_Chimera_KF800714)
pasmepom 844 m.H. B mosunuu +1044 n.H. rena VRN-D1 (ot 859 nmo 1702 mn.H.
OTHOCHUTEJIbHO Hayajia MHTpOHa-1 B HYKJIEOTUAHOU mocienoBaTenbHocTH VIN-D1 copra
Triple Dirk C (GB: AY747606)). ITockonbKy AaHHBIC aMILTHKOHBI WICHTH()HUIIUPOBAHEI
MPEUMYIIICCTBEHHO B oOpasmax T. spelta, HOBbIN amtens Obl1 0003HaueH kak Vrn-D1s.
Aunnens Vrn-D1s nerextupoBan B Tpex oOpasiax Buna 1. spelta (u3 Mcnanuu u AHTvm)
u ogHOM 0Opasue T. compactum (u3 Typuun), 4TO CBUACTEIBCTBYET O PaCpOCTPAaHEHUN

JAHHOT'O aJljieNis 3a mpeaeinl Buaa 1. spelta.
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Pucynok 20. Dnexrpodope3 B IIAAI' mpoaykToB mynbrumiekc-ITHP ydacTka
nepBoro uHTpoHa reHa VRN-D1 c¢ mpaitmepamu Intrl/D/F, Intrl/D/R3 u Intrl/D/R4
(Muterko et al. 2015b). O6o3Hauens! 3 Tuna ¢pparmeHToB amuHOoM 977, 1671 n 1841 m.H.
COOTBETCTBYIOIIME peliecCUBHOMY ajuiento VIN-D1, nomunantHoMy amiemto Vrn-Dla u

HoBoMY ayuento Vrn-D1s.

B mpeapigymem uccienoBaHMM  ydyacTOK nepBoro uHTpoHa reHoB VRNI
MPOTSHKEHHOCTHIO 4.2 KO OblT 0003HAUYEH KaK KPUTUUYECKUN B PETYISIIIMH MOTPEOHOCTH
nireHuIl ¥ ssuMens B sposusanuu (Fu et al. 2005). [Ipenmonaraercs, 94To Ha JaHHOM
y4acTKe JIOKAJTM30BaHbI CANUThI CBSI3BIBAHUS C THIIOTETUYECKUM PEMPECcCOPOM, KOTOPBIi
nogassiercs sspou3anueii (Fu et al. 2005; von Zitzewitz et al. 2005) win on BoBicUeH B
nojyiepykanre mojasieHHoro cocrostuus xpomatuna (Diallo et al. 2012; Oliver et al.
2009). HaxkoHerl, oH Bak€H JJIsl MOCTTPAHCKPHUITIIUOHON PETYJSAIUU SKCIPECCHH TCHOB
VRN1 (Xiao et al. 2014; Kippes et al. 2015). I'panunpl "kpuTHYecKoro ydyactka'
ompenesieHbl Jenenuei ¢ Haubosiee AMCTANbHOM, OTHOCHUTENBHO Hayala WHTPOHA,
nosunueit 3' konua (meneuus B amiene Vrn-Alc tun 1L369) u neneuueit ¢ HanGonee
ynaneHHbM 5' xoHmom (nmenenus B amwiene Vrn-Dla) (Fu et al. 2005). Myrauuu B
npejenax AaHHOTO yYacTKa MPHUBOJAT K CHIDKCHUIO YYBCTBUTEIBHOCTH K SPOBU3AIINH,
TOTAAa Kak JAelienuu win uHcepinuun MI'D HuKe MaHHOTO ydYacTKa HE BIHSAIOT Ha
spoBuzanoHHbi oTBeT (FU et al. 2005). Omgnako, mo3xe, B oOpasnax JUILIOWTHOU
MIICHMIIBI 1. MONOCOCCUM OBLIM MACHTU(DUIIMPOBAHBI HHCEPIMU MI'D B TOMUHAHTHBIX
ammtensx Vrn-A"1f u Vrn-A"1h, noxanmnzoBannsle Ha 200 I.H. BBIIIE IIPEAIIOIAracMoro
KPUTHYECKOT0 y4acTKa M acCOLIMMPOBaHHBIEC C akTUBalMel Tpanckpunuuu rena VRN-AL

B oTcyrcTBuM sipoBusaiuu (Dubcovsky et al. 2006). Ananormuno, naceprmu MI'D Ha
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naHHoM ywactke uMHTpoHa-1 rema VRN-H1 Takxke accouumpoBaHbl C OTCYTCTBUEM
norpebHoctu B spoBu3anuu y ssumens (Cockram et al. 2007a; Cockram et al. 2007b).
Hakoner, uccnenoBanust MADS-00kc KOIUPYIOIIUX T€HOB apaOUI0TICKCa MTOKA3aIH, YTO
uHceprui MID B TepBOM HWHTPOHE MOTYT BIMATH HA PETYJISTOPHBIE YYaCTKH,
pacroyio)keHHble BONM3M cadita wmHcepuuu (Liu et al. 2004). Bce »tu naaHHBIC
MpeArnojaraloT, 4To KpUTHYECKUN ydacTok B mHTpoHe-1 renoB VRN1 moxker ObITH B
MOCJICYIONIEM pacliupeH B cTopoHy 5' konma. WMucepmus MI'D B amnene Vrn-D1s
JIOKaJau30BaHa Ha 87 IL.H. BhIE OoT MHCepuuu MI'D B amiemsax Vrn-A"1f u Vrn-A"1h

(Pucynok 21).

1
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Pucynok 21. MHo>xecTBeHHOE BbIPaBHUBAHUE HYKJICOTUIHBIX
HIOCJIEZIOBATEIIFHOCTEH MEPBOro MHTPOHA pasnuuHbX auienedl reHoB VRNL (Muterko et
al. 2015b). Amnenmu remoB VRNI1, coxepxkariyie B IIEPBOM HMHTPOHE MPOTSHKCHHBIC
neneruu (Vrn-Alc (tum IL 369, Langdon) — 5.5 k6, 7.2 k0, Vrn-Bla — 6.8 k6, Vrn-Blc —
6.8 + 0.8 k0, Vrn-Dla — 4.2 x6) wim umucepuuu MID (Vrn-A"1f — 493 mu.)
acCOLIMMPOBAaHBl C SPOBBIM THUIIOM pAa3BUTUA. YKa3aHa JIOKaJu3alus HHCEPLIUU
TpPaHCIO30HAa B TepBbIi MHTpoH amens Vrn-D1S u panee o003HAUYCHHBIE TPAHUIIBI

KpuTHhueckoro B perynsuuu skcnpeccun reHoB VRN1 yuacTka.

Oo6pasner T. spelta, nmecymme amiens Vrn-D1s, Taxke comep:kaT JOMHUHAHTHBIH
amens Vrn-Alb.2, Torna kak B ob6pasme T. compactum, taxxke 00J1aJaronUM ajieieM
Vrn-D1s, merogom /IHK-mapkepHoro ananusa HE BBISBIEHO JOMHHAHTHBIX alljIesIed
renoB VRN-Al, VRN-B1 u VRN-B3. [auusiii obpazen T. compactum (PI 211701) u
KOHTpOJIbHBIM oOpaszery T. sphaerococcum (Pl 83402), koropsii corimacao JIHK-
MapKepHOMY aHaJHu3y SBISCTCS MOHOT€HHO-IOMHHAHTHBIM 1o Vrn-Dla, Obum
BBIPAIIIEHbl B TEIIMYHBIX YCIOBUSAX 0e3 sipoBu3anuu npu 16 yacoBom ¢oTomnepuoe.
O6pazer PI 211701 ¢ Vrn-D1s Beikonocuics Ha 5 nHel mo3xke oopasma PI 83402 ¢ Vrn-

Dla (77 u 72 ngHA 10 KOJOIICHHS, COOTBETCTBEHHO, Tabnuia 5). B aToil cBs3m
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npeanonaraercs, uro amwiens Vrn-D1S, BeposiTHO, sBisf€TCS JOMHHAHTHBIM U
aCCOLIMMPOBAH CO CHWIKEHUEM YYBCTBUTEIBHOCTH K sApoBu3anuu. llomydeHHBIH
pe3yibTaT, B CBOIO Ouepelb, IMO3BOJSET IEPECMOTPETh TPAHUIBI "KPUTHUECKOTO
yuactka". IIpenmnosiaraercsi, 4To HOBBIE T'paHUIIbl "KPUTHUYECKOrO y4yacTka' B TIEPBOM
uHTpoHe reHoB VRN1 onpezenensl no3unuei nHCEpUH TpaHCio30Ha B ayuiene Vin-D1s

U ro3unuen 5' xonua neneuuu B awtene Vrn-Dla.
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3.5. Moaumopdusm Tpanckpudupyemoro yuyacrka rena VRN-AL B rpanunax 3k30H-

3 - 3Kk30H-7

HecmoTpss Ha TO, 94TO C MOMEHTa BBISBICHUS TMOIMUMOPPU3MA B KOIUPYIOIICH
obmactu reHa VRN-Al, acconmuupoBaHHOTO C HW3MEHCHHEM KOJHUYECTBEHHBIX
MOKa3aTesiel arpOHOMHYECKH IIEHHBIX MPU3HAKOB MIICHUIIBI, Mponwio moutu 10 mer, B
HACTOsIIee BpeMs OTCYTCTBYIOT JaHHBIE 00 MCCIIeIOBAaHUM dK30Ha-4 1 3k30Ha-7 VRN-AL
B BUJAaX MOJUIUIOMIHOW MIICHHUIBI OTIMYHBIX OT T. aestivum. Yacto, yeTBepThId U
ceapbmori 3k30HBI VRN-Al ananu3upoBanu pa3fenbHO, HE YYHUTHIBAsS BO3MOYKHOTO
BIIMSIHHSL MyTaIliid B KaKJIOM M3 HUX Ha PE3yJIbTaThl UCCIeAOBaHUA. Bo MHOTHX cirydasx
HeOblIa yuTeHa BapuaOelbHOCTh KoimdecTtBa komumii VRN-AL, mputom, uto 6onee 90%
03UMBIX copToB T. aestivum coxepxkar 2-3 koruu 31oro rea (Wiirschum et al. 2015),
pas3nyaroIrecss KOMOMHAIUSIMH THITOB Ye€TBEPTOro 1 cemoro sk30H0B (Diaz et al. 2012).
Hamnpumep, copt Hereward, comepxamuii Tpu ko reHa VRN-AL, xapakrepu3syercs
rartotunamu Ex4C7T, Ex4T7T, Ex4T7T, B To Bpems kak s copta Malacca ¢ nByms
konusimu VRN-AL unentudunmponansl ramiotunsl Ex4C7T u Ex4T7T B kaxaoi konuu
cootBercTBeHHO (Diaz et al. 2012). Kpome Toro, coriacHo pe3yiabTaTamM HCCIIEIOBaHUS
nepBuyHOil cTpyKTyphl TeHa VRN-D4, Ttonbko 4 OHII otnuyator ero ot rena VRN-AL
(Kippes et al. 2015), mpu 3TOM, UCTIOJIB3Ysl paHEe MPEII0KCHHBIC METOJ/IBI aHalln3a, He
MPEACTABISAETCS BO3MOXHBIM paznuuuTh 3k30HBI 4 u 7 renoB VRN-Al u VRN-DA4.
Haxkonen, waeHTH(UKAIMA TaluIOTHIIOB 3k30Ha-4 u 3k30Ha-7 VRN-ALl wmmeer psin
OTPaHWYCHUN, KOTOpbhIC TMPEIATCTBYIOT AKTUBHOMY  HCCICIOBAHHWIO  BIIMSHUS
cooTtHomeHus: kornuid reHa VRN-AL ¢ pa3ziauuHbIM TUIIOM 3K30HOB 4 W 7 Ha (eHOTHII, a
TaK)Ke MacIITabHOMY T€HOTUITUPOBAHUIO CEICKITMOHHBIX 00Pa3IIOB MIIIEHUIIBI.

B aT0#i cBsI3M, OBUIM YCOBEPIICHCTBOBAHBI METOJIbI aHAJIN3a TAIUIOTHIIOB YE€TBEPTOTO U
ceapmoro 5k30HOB TeHa VRN-ALl, u mpoBeseHO MacmiTabOHOE HUCCIIENOBAHUE JTaHHOTO
y4acTKa TeHOMa B reHeThueckoM matepuaiie 158 oOpasioB miITH BUAOB IeKCATrIOUTHON

Y IIECTH BUJOB TeTparuion 1ol nmeHunsl (Ilpunoxenue 14).
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3.5.1. IHK-mapkepsI s uaeHTHUKAIMA TUNA Ik30HA-4 reHa VRN-AL

B pesynbrare aHanmuza NMEepBUYHOM CTPYKTYpHI ueTBepTOro sk3oHa reHa VRN-AL,
YCTaHOBJIEHHO, YTO TPAH3UIUS HYKICOTHUIOB B TMOJUMOP(HOM calTe, pa3imyaronieM
pas3yIn4HbIC TUIIBI 9K30HA-4, 00yCIaBIUBaeT HapylieHne A-TpakTa iuHou 5 m.H. (A(T),)
(Pucynok 22).
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Pucynok 22. Cxematudeckoe npeacTaBieHue pazpaborku kogomuHanTHeIX JJHK-
MapKepoB, AETEKTUPYIOLIUX albTEPHATUBHBIE TaIoTUIbI 3k30Ha-4 VRN-AL,

OCHOBaHHBIX Ha Moaysiiuu kKpuBu3Hbl JTHK (Mytepko u np. 2017).

B mactosmelt paboTre HEOAHOKPATHO OTMEYalioCh, YTO aJCHUHOBBIC TPAKTHI
SBIIIOTCSI OCHOBHBIMHM HHJIYKTOpamu JiokaibHbIX u3ru6oB JIHK, koropeie cymmapHo
onpenensoT eé¢ Makpockonuueckyro kpuBu3Hy (Koo et al. 1986). ®parmentsr JIHK ¢
BBICOKOM MAaKpPOCKONMYECKOW KpUBU3HOM MUTpUpPYIOT yepe3 IIAAIT mMennennee, uem

HEH30THYThIE MOJIEKYJIbI TOH ke mumHbl (Marini et al. 1982). TIpu sTom mrHa A-TpakToB
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U JIOKaJM3aIus u3ruooB uMerot KinoueBoe 3naueHue (Koo et al. 1986; Diekmann 1992).
B ortoii cBsa3m, pasHunla B ckopoctH wmurpamuu ¢parmentoB IILP c¢ pasnuunoit
KPUBU3HOM, OOYCIOBIEHHOW mnoaumoppu3sMoM A-Tpakra, Oblla HCIIOJIb30BaHa s
UICHTU(HUKAIIMN TaIJIOTHIIOB YeTBepTOoro 3k30Ha VRN-AL.

[Tapa npaiimepoB Ex4F2m3 u Ex4R, oxBarbiBaromias 4acTb MHTPOHA-2, 9K30H-3,
UHTPOH-4 1 mosioBHHY 4YeTBepToro nuTpoHa VRN-AL, ontumusupoBaHa aJisg IPOBEACHUS
[1I[P-ananu3a. B yacTHOCTH, AJiA MOBBIMIEHUS CTEHU(GUYHOCTH CBSA3BIBAHUS IMpaliMepa
Ex4F2m3 ¢ yugactkom rena VRN1 u3 A reHoma, HEKOMILJIEMEHTAPHBIA HYKJICOTH] OBLI
BBEJICH B TPETHIO MO3UIMIO OT 3' KOHIA JaHHOro mpaiMepa. [lockonbKy cyliecTByeT
JUHEHas 3aBUCUMOCTh OTHOCUTENIbHONM MOOMIBHOCTH M30THYTHIX (parmentoB JJHK B
MOJIMAKPUIIAMHUIHOM Telie OT KBajpara ux kpuBusHbl (Koo et al. 1988), dparmentsr JITHK
OJINHAKOBOM JUIMHBI MOTYT OBITh JJOCTOBEPHO Pa3IMYMMBI B XOZ€E 3JIEKTpodope3a, eciau
aMILUTUTY/Ia MOJYJISIIIUYA UX KPUBU3HBI OyeT MakcuMaibHa. [lapa npaiimepoB Ex4F2m3 /
Ex4R mnonoOpana TakuMm 0O0pa3oM, 4YTO JOKaJIM3alMs MOJIUMOP(PHOro aJeHUHOBOTO
TpaKTa CMEIIeHa K [EHTPY MOJEKYINbl. Takoe pacnoyioKeHHUe JIOKabHOTO U3ruda 3ajaet
ONTUMAJIBHYIO aAMIUTUTYY MOMAYJSIIUU MAaKpPOCKOMUYECKOW KpPUBU3HBI (HparMeHTOB
JHK, a, cnemoBarensHo, 1 ux ckopoctu murpanuu uepes [TAAT. Jlokanuzanus uzruda
BONMM3u 1eHTpa ¢parMeHTa oOyclaBiuBaeT 0Oojee CHUMMETPUYHOE pacIpeielieHue
MaKpOCKOMUYECKOW KPHUBHU3HBI U CIVIAXKUBAET 3aBUCUMOCTb COINPOTHUBIICHUS MaTpuUlle
reJisi OT OPUEHTALIMU MOJIEKYJIBI.

Bo ¢parmenrax 1P, nerextupytounux ramiorun Ex4T (GB: KU844091) A-tpakt
JIOKQJIU30BaH B IEHTPATBHON YacTH MOJEKYJbI, YTO OOYCIIaBIMBAeT WX aHOMAJIbHO
MeieHHyr0 Murpamnuio B [TAAT, BenenctBue 6omnee cuiabHOro M3ruda (Pucynok 22). ¥V
aMIUTUKOHOB, uaeHTuduiupyonmx ramiorun Ex4C (GB: KU844092, KT983448), A-
TPaKT HapyILIEH B pe3yJibTaTe TPAH3ULIMK TUMHUHA B IIUTO3WH, HUBEIUPYIOIIEH KPUBU3HY
JAHK B nannoii o6mactu. OtHocuTenbHO Mapkepa minuHbl JIHK, pasnuna mexmy
aAMIUTUKOHAMH, WACHTU(DUIMPYIOUIMMH albTepHATUBHBIC TarmioTumsl 3k30Ha-4 VRN-AL,
npeBplliania 50 m.H. W He HabmoJanach B arapo3HbIX TeisX, a Takke B He
ONTUMH3UPOBAHHBIX YCIOBUSAX 3JeKTpodope3a B MOIHMAKPUIAMUIHBIX TesX. Takum
o0pa3oM, HWHTAaKTHBIH M MYTaHTHBIM rammotumnbsl 3Kk30Ha-4 reHa VRN-Al Obumn
JIOCTOBEPHO pa3iu4MMbl, MOATBEpkaas BbICOKYI0 3ddextuBHocts JHK-mapkepos

HOBOI'O THIIA.
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®parments! 1P, uneHTnduumpyronyie HHTaKTHYIO OCIEA0BATEIbHOCTh SK30HA-
4 VRN-Al, B psaae oOpasmoB oOiaganu Oojee BBICOKOW MOABMKHOCTHIO B ITAAT
(Pucynok 22). Hosbiii Bapuant ramiotuna Ex4C, o6o3nauennsiii Ex4C.f, comepxur
TPaHCBEPCHUIO ITMTO3MHA B TYaHUH U JIeJeluio 2 1.H. B yeTBepToM HHTpoHe reHa VRN-AL
(GB: KT983449). [ememuss 2 T1.H. JIOKaIM30BaHAa B aJCHUHOBOM TpaKTe U
COMPOBOXKJAETCS €r0 COKpalleHueM ¢ 7 10 5 TM.H., CriaXwuBas, TaKUM o00pa3oM,

JIOKaJIbHBIN U3ru0 U pacupamisis Mosekyny (Pucynok 22).

3.5.2. UnenTudukanus tuna 3x30Ha-4 rena VRN-AL B pa3iuyHbIX BHAAX NIIEHUIbI

Anamu3  9k3oHa-4 VRN-Al B  uaeHTUOUIHMPOBAHHBIX B  HCCIECIOBAHHOM
TeHETHYCCKOM MaTepuaje JOMUHAHTHBIX amiensax Vrn-Ala/b/c/e/i, a Taxke B
OonbiieHcTBe u3BecTHBIX ayeneid reHa VRN-ALl, nocTynmHbIX W3 myOnuyHbIX 0a3
JaHHBIX, BKIIIOYas aJulelid XapakTepHble i aumionanoil mmuenunsl (Vrn-A"la/b/f/g/h),
MOKAa3ajJl, YTO BCE HM3BECTHHIC JIOMHHAHTHBIC aJICJIM ASTOTO TE€HA XapaKTEePU3YIOTCS
AK30HOM-4 uHTakTHOrO THma, ramotun Ex4C wmum Ex4C.f (Tabmuma 6). Iammotun
Ex4Cf unentudunupoBan B JOMUHAHTHBIX awiensx Vrn-Ala (Bapuantel Vrn-Ala.l u
Vrn-Ala.2), Vrn-Ale u Vrn-Ali, a Takxke AByX o0Opasliax TETPAIUIOMIHOMN MINCHUIIBI T.
dicoccoides u oOpa3smax rekcamiouaHOM mmmeHunbl 1. spelta m T. aestivum ¢

petieccuBHBIM ayieneM VIN-Al(Tabnuma 6).

Tadaumuma 6. Tammotunsl 9k30Ha-4 B pasnmuunbix — amtensx  VRN-AL,

I/IJIGHTI/I(l)I/IIII/IpOBaHHBIX B UCCIICAYEMOM I'CHECTUYCCKOM MaTcpualic.

Al1eJb Famnorun 3x30Ha-4  Terpamsionanas I'ekcansiouaHas

u 7 rena VRN-A1 NIIeHua NIIeHu1a
vrn-Al Ex4C.f/Ex7C 2 2
Ex4C.m/ EX7TT 0 5
Ex4C.s/ ExX7C 10 8
Ex4C.sph/4AT 0 3
Ex4C.m/4T/ EXTT 0 46
ExAT/ EXTT 0 1
Vrn-Ala Ex4C.f/ Ex7C 2 6
Vrn-Alb.1-6 Ex4C.s/ Ex7C 35 11
Vrn-Ale Ex4C.f/ Ex7C 3 0
Vrn-Ali Ex4C.f/ Ex7 5 0
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AJJ1eab lannorun 3x30na-4 Terpamionanas [I'ekcansiouaHas
u 7 rena VRN-A1 NIIeHnIAa MIIEeHNIA
Vrn-Alj ExXAC/ATIEXTT 2 0
Vrn-Alk Ex4C.s/ Ex7C 2 0
Vrn-Alc (Langdon) Ex4C.s/ Ex7C 17 0

MytanTHeii Tunm 5k30Ha-4 (Ex4T) BBISIBJICH TOJABKO B TEKCAIJIOWAHOW TIIIEHHUIIE, B
oOpa3nax ¢ HHTakTHBIM NpoMoTopoM U HMHTpoHOM-1 rena VRN-Al (peuneccuBHblit
alien), a Takxke B oOpasmax T. compactum, mecymmx amieas Vrn-Alj (Ta6numa 6).
Wcknrouass oxun odpaser; (TRI 290, GB: KX874601), ramutotun Ex4T nerekTupoBaH
TOJIFKO B KOMOMHANWU ¢ rarmiotunoM Ex4C, daro takke xapakTepHo s amens Vin-Alj.
B oroii cBs3M, mpeamonaraeTcs, YTO MYTaHTHBIM dYeTBepThIM 9k30H VRN-AL
aCCOIIMMPOBAH C HaJMYMEM HE MEHEe JBYX KOMHH 3TOTO T'eHa, XapaKTePHU3YIOITHUXCS
pa3MYHBIMU  THUIIAMH 9SK30Ha-4, Ha TeHoM. TerparuiougHas MIIEHUI]A BCEX
HCCJICTIOBAHBIX BHUJIOB XapaKTEPHU30BAJIACh HCKIIOYUTEIHLHO TUKAM THUIIOM YETBEPTOTO
sk30Ha VRN-ALl (ramtotunsl Ex4C u Ex4C.f). OOpa3ubl reKcaruiougHOW IIICHHUIIBI,
Hecylue peneccuBHbll amiens VIN-Al u  Tombko rammotun Ex4C  Oputn  He
MHOTOYHMCIICHBl ¥ HaOJIOJaTUCh TpEeUMyIIeCTBEHHO B 1. Sphaerococcum wu

3amaHoeBponeickux coprax T. aestivum (ITpunoxenue 14).

3.5.3. Hoaumop¢uzm nurpona-4 rena VRN-AL

bonee necatu ageHUHOBBIX TPAKTOB JIOKAJIN30BaHO B MHTpoHE-4 rena VRN-AL, gyto
NOBBIIIAET BEPOATHOCTh BO3HMKHOBEHMS B HHMX MyTalui, a, CIEI0BaTEIbHO, U
BEpOATHOCTh Moayisinuu kpuBu3Hbel JIHK Ha nanHOM yuwactke. Jlng ymywmieHus
MH(OPMATUBHOCTU aHajdW3a U BbIABIEHUA HOBbIX raminotunoB reHa VRN-AL
aHamM3UpyeMbld ydacTok Obin pacmuper Ha 200 mH. C 31Ol menpio paszpaboTaH
cnemupuunbi k JJHK mnocnenoatensnoctd VRN-Al mpaiimep Ex4AR245m3 wu
ontumusuposana [1I[P B komOunanmu ¢ Ex4F2m3.

AMIUTMKOHBI TISITH  pa3nuyebix ramiotunoB rena VRN-AL (GB: KX874600-
KX874607) 6pun mpeHTHGUIUPOBAHBI B X0J1e 3JeKTpodope3a B MOIHAKPUIAMHUIHOM
resiie npoaykros I[P ¢ mapoii mpaiimepoB Ex4F2m3 / Ex4AR245m3 (PucyHok 23). B

pe3ynbTate aHajgu3a [EepPBUYHOM  CTPYKTYphl aMIUIMKOHOB  HUJEHTU(HUIUPOBAH
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nonumopdusm A-tpakta B uHTpoHe-4 reHa VRN-AL, oOycnaBnuBaronuii pacuiernieHne

uHTaktHOro ramnotruna Ex4C nHa derbipe Bapuanta: Ex4C.f, Ex4C.m, Ex4C.ss u

Ex4C.sph. Tamnorumer Ex4C.s wu Ex4C.f xapaktepu3yroTcs MHHHMAIBHOW

IPOTSHKEHHOCTBhIO A-TpakTa paBHOM 7 m.H. JlJiIMHa aJeHWHOBOTO TpakTa B HOBBIX
rammotuniax Ex4C.m u Ex4C.sph yBenwuena cooTBeTcTBeHHO a0 8 W 9 ILH.
IIporskenHocTh A-Tpakta B uHTpoHe-4 reHa VRN-AL ¢ myraHTHBIM 3k30HOM-4 (EXAT)

COOTBETCTBYET €ro JJIMHE B 4eTBEpTOM MHTpoHE ramioruna Ex4C.m (8 n.1.).
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Pucynoxk 23. Tammotunet VRN-A1 1o ydactky »9K30H-3 — 93K30H-7,

uneHtuumpyempie B xone [IlIP-anammsza ¢ mapoir mpaiimepoB Ex4F2m3 /

Ex4AR245m3 (Mytepko u ap. 2017). (A) Cyneprno3uiius mpeacKa3biBaeMbIX
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NPOCTPAHCTBEHHBIX CTPYKTYp ¢parmentoB JIHK, cooTBeTcTByrommx pa3imumyHbIM
rarutotuniam VRN-AL. (b) DOnekrpodopes B ITAAIT aMIIMKOHOB, JETEKTHPYIOIIMX
rartotunsl VRN-AL u VRN-D4 (B) Pacnpenenenue kpususnsl JIHK B ¢pparmenrtax ITLP

paznmuuHbIX ramnoTunoB reHa VRN-AL,

Bce ST rarIoTUIIOB XapaKTEPU3YIOTCS pa3IM4HON KPUBH3HOMN
aMIUTU(PUIMPYEMOTO y4acTKa, YTO MO3BOJSET IPOBOAUTH UX PETHCTPALIUIO 110 PA3IUYHIO
B CKOpOCTH MHurpainuu cooTBercTByrommx ¢parmento JIHK B ITAAI. IloBbimeHue
MOJIBIJKHOCTH aMIUIMKOHOB B resie, 0OYCJIOBJICHHOE YBEIWYEHUEM MPOTSKEHHOCTU A-
tpakta (7 -> 9 m.H.), IBHO yKa3biBajo Ha ymeHblneHue kpuBu3Hbl JHK (Pucynok 23).
[Ipu »TOoM mnoxBuxkHOCTh amiuiukoHOB Ex4C.f comoctaBuMa ¢ TOJIBHXKHOCTBIO
¢parmenToB I[P rannoruna Ex4C.sph. Ilomumopdusie A-tpaktsl B ¢pparmenrax JJHK
rarmiotunioB Ex4C.f u Ex4C.sph, pacnonoxeHsl Ha OJMHAKOBOM PAacCTOSHHUM OT IICHTPA,
CJIeIOBATENIbHO, B CIIy4ae PaBEHCTBA MOPOXKIAAEMBIX HHUMH U3THOOB, OyIyT OKa3bIBaTh
1o100HOE BIUSHUE HA MOJBUKHOCTh (PparMeHTOB uepe3 renb. Habmonaemoe paznuuue B
ckopoctu murpanuu aMiuinkoHoB ramtoTtunoB Ex4C.f, Ex4C.m, Ex4C.s u Ex4C.sph B
[TAAT mo3BosieT NpeanonaoKUTh, YTO MaKpoCcKonuueckas kpuBuzHa ¢pparmenta [JHK ¢
A-TpakTOM [UIMHOW 5 TILH. COOTBETCTBYET TJI0OambHOW KpHBU3HE (PparMeHra,
cojaepKamero A-TpakT NPOTSHKEHHOCThIO 9 m.H. Takum o0pa3oM, MakcUMallbHas
KpPUBHU3HA a/ICHUHOBOTO TpaKTa JAETEKTUPYETCS MpHU €ero JUIMHE 7 IL.H. U yObIBaeT mpu
JaNbHEWIEeM yBEJIMYEHUU WIM YMEHBIIEHUH €r0 MPOTSHKEHHOCTH (MPU MPOYMX PaBHBIX
YCIIOBUSIX).

Famotuner  Ex4C.sph u Ex4C.m, wuaeHTHQHUIMPOBAHBI HUCKIIOYUTEIBHO B
reKcarionJHou nueHuue, npu 3ToM Ex4C.sph BbIsIBIIEH TOJIBKO Y MpeAcTaBUTENEH BUIA
T. shaerococcum (GB: KX874600) B komOunammu ¢ Ex4T (Tabnuua 6). CienoBaTenbHO,
reKcaruioujHas TMUIeHUIa COAEPXKUT BCe HIACHTU(QUIMPOBAHBIE B  HACTOSIIEM
MCCJIEIOBAaHUY TaIlUIOTUIIBI YETBEPTOro 7K30Ha U MHTpoHa reHa VRN-AL, cpean koTopeix
rartoturiel EX4C.sph u Ex4C.m OT/IM4al0T reKCaruionIHbIe BUIbI OT TETPAIUIOMIHBIX, a
ramtorunt Ex4C.sph otiimyaer Bua T. sphaerococcum. Iamotun Ex4T accouuupoBan ¢
ramiotunoM Ex4C.m, KOTOpbIN AETEKTUPOBAH B OAMHOYHOM IMPEICTABICHUU B Pse
obpasmioB Buaa T. aestivum u T. sphaerococcum. CremoBaTenbHO, MPEANOIaracTcs

nusepreniusa ramoruna EX4T uz Ex4C.m B rekcamioniHo#i NIIeHUIIE.
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[arioTunel UASHTUGUITMPOBAHHBIE B 00pa3iax Buaa T. ShaerocoCCum BKJIFOYAOT B
cebs rammotunsl TeHOB VRN-Al u VRN-D4, xoropple He pa3iuyMMbl MPU JaHHBIX
ycioBusix aHanuza. C menbio u3buparensHor uneHtudukanuu ramiotunoB VRN-AL B
obpasmax Buga T. shaerococcum, coxepxkamnux red VRN-D4 u nerektupyromux 6oee
oxuHoro neneBoro pparmenta [P (rammotumnsr EX4Cs, Ex4T u Ex4C.sph B oOpasiax Pl
324492, PI 70711 u Pl 277142, a taxxe Ex4Cs u Ex4C.m B PI 278650 u Pl 190982),
paspabotan npaitmep Ex4FoutV4 cneunduunsiii k reny VRN-AL, ¢ HU3KuM cpoacTBOM K
nocienoBarenbHocTd  VRN-D4, o6ycnoBiaennsiM OHII w  HaMmepeHO BBeIEHHBIM
HEKOMIUIEMEHTAPHBIM HYKJICOTHJIOM B TPEThIO MO3UIMIO OT 3' KoHLa mpaiimepa. XoTs
MOCJIEZI0BATENbHOCTh caiita oTkura Ex4FoutV4 pasnuuaercs mexay renamu VRNL u3 A,
B u D reHoMoB AByMs OJHOHYKJIEOTHJHBIMH MOJIUMOpP(HU3MaMH, JOKAIN30BAHHBIMU
BOmu3u uenrtpa, ¢parmentsl [P remoB VRN-B1 u VRN-D1, npu wucnonb3oBanuu
obmero m1s VRN1 reHoB mimeHUIsl 00paTHOTO MpaiiMepa, He JeTeKTUPOBAINCH U MPHU
NOHWXKEHUU Temneparypsl oTxkura < 56°C. Tem He menee, npaitmep Ex4FoutV4 Obun
npumeneH B [11[P-ananu3e oopasios T. Shaerococcum B KOMOMHAIIMH CO CIICIH(PHUHBIM
k VRN-A1 o6patueiM npaiimepom — EX4AR. B xone anekrpodopesa npoaykros I11IP B
[TAAT, dparmentsl, nerektupytonue ramiotun Ex4C.s He oOHapyxenbl (Pucynoxk 23).
Takum o6pazom, ren VRN-AL B o6paszmax Pl 324492, P1 70711 u Pl 277142 npencraBiexn
rarmtotunamu EX4T u Ex4C.sph, o6pa3usr PI 278650 u PI 190982 conepsxar ren VRN-
Al c¢ ramnorunom Ex4C.m, a rer VRN-D4 Bo Bcex maru oOpasmax T. shaerococcum
xapakrepusyercs ramnotunom Ex4Cs.

[Tpu ucnonb3oBanuu mapel npaimepoB Ex4FoutV4 / EX4AR, B pe3ynbraTe caBUra
rpanul amrugunupyemon oonactu rena VRN-AL, nokanbHbIi U3rubd, mpoaynupyemMbii
noJMMOp(HBIM A-TpaKTOM B UHTPOHE-4, CMEIIaeTcs K IEHTPY MOJICKYJIbI, BCIICJICTBUC
gyero, noaBMkKHOCTH (parmeHToB Ex4C.f, obOnmamaromuyx OOJBIIMM HM3THOOM, YeM Y
Ex4C.sph, camxkaercs. Kpome Toro, moCKoJbKY 3aBUCUMOCTh MOOMIIBHOCTH ()parMeHTOB
B ITAAI' OT uX MIMHBI ABISETCS YKCHOHEHLIHMAIBHOM, MPEANOIAracTcs, YT0 MOLYJISIIUA
KpUBH3HBI OoJiee mpoTsbkeHHBIX ¢parmMeHToB JIHK okaswpiBaeT Oosiee CHIIBHOE BIUSHUE
HAa aMIUTUTYy CKOPOCTH UX MHTPAIMH Yepe3 Teilb, YeM MOYJISINS KPUBU3HBI KOPOTKHUX
¢bparMeHToB.

Takum oOpa3zom, B pe3ynbrare noBbllIeHUS HHPopMaTuBHOCTH [ILIP-ananuza

BbIOOpka ramotunoB reHa VRN-Al Opima oboramieHa HOBBIMH BapHaHTaMHd, a B
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oOpasiax TeKCalUIOWJIHOW TMIIEeHUIBI C UHTAaKTHbIM 3k30HOM-4 VRN-Al ynamoce
MOJIYUYUTh pacIleIUIeHHe M0 TaruloTUIy MHTPOHA-4 3Toro reHa. [loBwicuiack TOYHOCTH
uneHtuukanuu ramwtoruna Ex4C.f. Tammorun Ex4C.m  mo3Boimi  ONpenesuTh
buneTHYECKy0 JHUHUIO, B KOTOpoW aumBeprupoBanl 5k30H-4 VRN-Al (mpowuzomien
ramtotunt EX4T) u Obuta ocyliecTBICHA MOC/IEA0BaTEIbHAS MYJIbTUIUIMKALINS STOTO F'eHA

B IBC, a4 3aTCM TpPHU KOIIUHU.

3.5.4. lloaumoppu3m 3K30Ha-7

AC-TIIP nuckpuMHuHMpYIOUIas TalJIOTUIIBI 3K30HA-7 OblIla IpOBEIEHA B BUJE
MYJIbTUIUIEKC pEaKlMd C HKCIOJIb30BAaHHEM  alljieNib-crielu(pruuecknx  0OpaTHBIX
npaiimepoB (Ex7/C/R2m4, Ex7/T/R2m3) u ob6mum ¢opsapa-npaiimepom (Ex7Fm4),
cienupuuabiIM K A TeHoMmy mmmeHHIbl. Pparment IIIP nmmunoit 319 m.H.
uneHtuduipyet ramwiotun aukoro tuna (Ex7C), B To BpeMs kKak ¢pparMeHT pasMepom
332 m.H. mapkupyer myranTHbd Tammotun Ex7T (Pucynox 24). PazHuna B pasmepe
¢parmentoB (13 1m.H.), OOyCIOBIEHHas PA3JIUYHOU MPOTSIKEHHOCTHIO  AJIEIh-
cneuuyeckux mpaitmepoB (19 u 32 nyk. mma Ex7/C/R2m4 u Ex7/T/R2m3
COOTBETCTBEHHO), Xopomio 3ameTrHa mnpu siekrpodopese B IIAAI, yro mosBomsier
UACHTU(QUIMPOBATH AJIbTE€PHATUBHBIE TallJIOTUIIBI IK30HA-7 B T€TEPO3UTOTHBIX pobax B
xone omHoil peakuuu (Pucynok 24). Ilpu ammmudukanuu ydactka reHa VRN-AL,
OXBAaTBIBAIOLIETO MOJUMOpP(]HBIE CcailThl 3k30Ha-4 U 5k30HA-7 omgHoBpeMeHHo (IILP c
npaiimepamu Ex4F2m3, Ex7/C/R2m4 u Ex7/T/R2m3) pa3uuiia B CKOPOCTH MHUTpAIlUU
dbparmenToB, aerektupyronmux ramaotunsl Ex4C.m u Ex4C.s, Oblia BbIpakeHa B
3HAUUTENbHOW MEHbILIEH CTEeneHH, 4eM njsi (parMeHToB, noiaydeHHbix B xoxae I[P c
napoii mpaiimepoB Ex4F2m3/Ex4AR245m3. JlanHoe HaOIIOJeHUE TOATBEPKIAET
3HAUMTENbHBIA BKJIaJ JIoKaabHOro miruba JIHK, oOycnoBieHHoro nmonumoppuszmMom A-
TpaKTa Ha CHUKCHHE CKOPOCTH MHUTpaIuu (parMeHTa yepe3 MOJIMaKpUIaMUIHBIA Telb,

IIpHU €T0 JJOKAJIN3alun BOJIN3HU LOEHTpa MOJICKYJIBL.
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Pucynok 24. Annenb-crierupuueckas mynbTHILUICKC-IILP, muckpumuHHpYyIomas
IbTCPHATUBHBIC TaluIOTHIIBI dKk30HAa-7 rerHa VRN-AL. (A) Duekrpodoperpamma
paznenenus npoaykroB AC mynprumiiekc-I1LP anbrepHaTHBHBIX ramjioTUNIOB 3K30HA-7
VRN-AL B [TAAT. (b) Ammudukanust ygacTka, OXBaThIBAIOMIETO TOTUMOP(GHBIC CAHTHI
ak30HOB 4 u 7 VRN-AL onnoBpemenHo. (B) Cxema ontumuzamuu mpaiimepoB anst AC
mynbtursiekc-ITHP. O6o3HaueHbl napbl HYKJIEOTHI0B, MEXAY KOTOPBIMH MCKYCCTBEHHO

HapyuieHa komruiemeHTapHocTh (MTHK).

YcTaHoBiIeHO, 4YTO BCEe 00pa3llbl TETPAIIONAHOW TMIIEHUIIBI XapaKTepU3YyIOTCS
ramiotunom aukoro tuna Ex7C (Tabnmuna 6). Kpome Toro, moyTu Bce JOMUHAHTHBIC
amnenu reHa VRN-AL Taxoke o6aamanu rammotunom Ex7C, 3a uckimouenueM amiens Vrn-
Alc (IL369), panee uaenTuduUIIMpoBaHHBIM B rekcarutonanon mienuie (Fu et al. 2005)
¥ HE BCTpeYarolmMes B TeTparutionanbix Bunax (Muterko et al. 2016a), a taxke amiens
Vrn-Alj, uneHTHGUIIMPOBAHHOTO B HACTOSIIEM HCCICIOBAHUHM TAK)KE B TCKCAILIOUTHOU
nirenune (Tabmuna 6). O6pasusr T. sphaerococcum (P1 191301, PI 40941, PI 42013, PI
277141, PI 168685) necymue ren VRN-D4 u ogun rammotun sk3oHa-4 rena VRN-AL
(Ex4C) xapakTepu30BaquCh JUKMM TUIOM B3K30Ha-7. TakuM oOpa3oMm, MyTaHTHBIN
rarmiotun Ex7T uaeHTUGUIMPOBAH TOJBKO Yy MPEACTABUTENICH BUIOB TeKCATUIOWTHOMN
MIICHUIBI C PEIECCHBHBIM ayiesieM VIN-Al um B nByx oOpasmax T. compactum (Pl
262666, P1 41023) necymux amiens Vrn-Alj.
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B roMo3urotHeIX 1o perneccuBHOMY aymiento oopasmnax, 6e3 VRN-D4, He BhIsIBICHO
TCHOTHUIIOB, HECYIIUX OJHOBPEMEHHO 00a allbTepHATUBHBIX raryloTUIla 3K30Ha-7. Takum
00pa3oM, MOXKHO yTBEPXKJaTh, 4TO B oOpasiax ¢ HeckoibkuMmu komusiMu reHa VRN-AL,
BCE KOMMM UMEIOT OJWHAKOBBIM TamIOTUN JK30HAa-7, YTO BO3MOXKHO TakKke
CBUJIETEIIBCTBYET U 00 OTCYTCTBHHM PEKOMOMHAIIMOHHBIX MPOIIECCOB HA YYaCTKaX MEXITY
kormsimu VRN-ALl. B msaru o6pasmax T. sphaerococcum (Pl 190982, Pl 277142, PI
278650, P1 70711, P1 324492) BoisiBiieHO 00a aJIbTEpHATUBHBIX rarioTuna 3k30Ha-7. Tem
HE MeHee, JaHHble O00pa3Ibl TaKke XapakTepuzoBamuch Hamuuuem reHa VRN-DA4,

KOTOPBIN accouuupoBaH ¢ ramaotunom Ex7C.

3.5.5. KomOounanuu ramiorunos dx30Ha 4 u 7 rera VRN-A1L

BHe 3aBHCHMOCTH OT BUa, BCe 00pa3ilbl TETPAIJIOWTHOW TIICHUIIBI, a TAKXKE BCE
nomuHaHTHBIE autend reHa VRN-AL B aumuionaHON M TETpaIuiOUIHON MIIICHUIIE UMETH
ramtotunt Ex4C7C (nukuii THIT), ¥ TOJBKO JOMHUHAHTHBIN amtens Vrn-Alc(IL369) wu
amnens Vrn-Alj, uaeHTHGHUIMPOBAHHBIC HUCKIIOYUTEILHO B TEKCAIJIOWAHON IIICHHIIC
XapaKTePU30BaAIMCh MYTaHTHBIM dK30HOM-7 (EX7T) (Tabnuua 6).

[Mpeanonaraetcs, uro oOpasiel T. compactum, Hecymue amiens Vrn-Alj comepikar
He MeHee ByX kormii reHa VRN-AL Ha TeHOM, COOTBETCTBYIOIIME HHTaKTHOMY (VIn-Al)
u mytanTHOMY (Vrn-Alj) ajuiensiM, TOCKOJIBKY BO BCEX MPOAHATM3UPOBAHHBIX 00pa3iax
aiuiens Vrn-Alj neTekTupoBaH TOJBKO B KOMOMHammu ¢ ayutenaem VIn-Al. He BbIsSBICHO
pacuierieHue JaHHBIX ajljIeJied W B TIOTOMCTBE OT caMoombuicHHs. Kpome Toro, kak
obuto HemaBHO ycranoBieno (Wirschum et al. 2015), momaBmsioiee OONBITMHCTBO
00pa3IoB TEKCAILIOWAHOW MIICHHUIBI cojmepkuT 2-3 komuu reHa VRN-Al Ha reHoM.
Hanuune He menee nByx komuit VRN-ALl Ha renom B obpasmax PI 262666 u PI 41023
MPENIIOIaracTCsl TaKXKe HCXOAS W3 YCTAHOBIEHHOW B HACTOSIIEM WCCIIEIOBAHUU
acconmanuu rarmtotuna Ex4T ¢ ngaHHBIM sBiieHWeM. Takum 00pa3oM, IOCKOJIBKY
MaJIOBEpOsITHO, 4To awiens Vrn-Alj oOpaszoBaiicsi B pe3ylbTare HMACHTUYHBIX MYTaIUi
onHoBpeMeHHO Heckoibkux komuit VRN-ALl, To mpenmosiaraercs, 4TO BO3HUKHOBEHHE
amnens Vrn-Alj oOycioBieHo MyTaliei OQHON M3 MHTAKTHBIX Komuii reHa VRN-AL, B
CBSI3W C 4YeM amwiens VIN-Alj mpuCyTCTBYeT COBMECTHO C PEIECCHBHBIM alIelieM

(uHTaKTHBIMU KOmUsAMH) VIN-Al. AHamornuHoe yTBepKJaeHHe ObIJI0 paHee JOoKa3aHO I
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amtenst  Vrn-Alc (IL369), xoropeiii maeHTH(UIIMPOBAH HMCKIIOYHTEIBHO B 00pasnax
reKCaruIOuIHON MIISHUIIBI U TOJIbKO B KOMOWHAIMK ¢ aiieneM VIN-Al, xapaktepusyercs
OJTHOBPEMEHHBIM TPUCYTCTBHEM aJbTEPHATHBHBIX TAIJIOTUIIOB HK30HAa-4 W TOYHO
yCTaHOBIIEHHBIM YKCIOM Komuii, paBubiM 2 (Diaz et al. 2012).

Takum o00pa3oM, B OTIMYME OT OOJIBIIMHCTBA paHee HIECHTU(ULIHUPOBAHHBIX
ameneii rena VRN-AL, BBISBIIEHHBIH B HACTOSIIEM MCCICIOBaHUH auteiab VIn-Alj, kak u
panee wuacHTH(UIMpOoBaHHBIA amiens VIn-Alc (IL369), BeposTHO moOsBWICS B
reKCaIuIOMHON MIEHUIE, O YeM CBUAETENbCTBYET ramnoTun Ex7T, u sBusercs ogHuM
u3 Haubosjee (QuimoreHeTMyeckd MO3AHUX. HakoHeln BaXXHOW  OTIMYUTEILHOMN
ocobeHHOCTRIO amreas Vrn-Alj oT u3BECTHBIX AOMHMHAHTHBIX aimienei rena VRN-AL,
HECYIIUX MYTallMd B OOJACTH MPOMOTOPA, SBISETCS MYTAHTHBIM THIT 3K30HOB 4 u 7,
BIIUSIONUHN Ha QYHKITMOHAILHOCTH MPOJTYKTOB SKCIIPECCHH, a TAKKE HATMINE OJHOU WU
HECKOJIbKUX MHTaKTHBIX Komwmii reHa VRN-AL. Myraiuu B obiactu nmpomortopa Vrn-Alj
MOTYT OOYCIIaBIIMBaTh W3MCHCHHSI B PETY/SIUN €r0 TPAHCKPHITIIMOHHOW aKTHUBHOCTH.
Mytanuu B 5k30He 4 M 7 BAMSAIOT Ha OelOK-OeTKOBbIE B3aMMOJACHCTBHS MPOAYKTOB
sKcrpeccun. Hamnume AOMOHUTEIbHBIX HHTAKTHRIX Komuid VIN-Al, BeposiTHO, mpuBeneT
K PE3KOMYy YyBeIMYEHUIO KoHUeHTpanuu TpaHckpuntoB VRNI1 mocne axTuBanmum ux
skcrpeccuu atenem Vrn-Alj B oTcyTcTBHM sipoBH3anmu (cripaBeyiuBo eciu Vin-Alj
JIOMUHAHTHBIN aJlJIesb).

Bce 00pasipl rekcarionIHOM MIEHUIIbI, HECYIIE OJJHOBPEMEHHO 00a raruiotumna
sk3oHa-4 (Ex4C, Ex4T), To ecTh coaepxaiiue, BEpOsITHO, HE MEHEE JBYX KOIMHI reHa
VRN-AL B renome, o6yaiaiy MyTaHTHBIM TUIIOM dk30Ha-7 (Ex7T) saToro rena. I'amnorumn
Ex4C/7T nerextupoBaH B oOpasmax T. aestivum u3 crpan 3amagHoit EBpormbl, rae ObLI
npeactanieH HapaBHe ¢ ramwtotunom Ex4C/7C. MyrantHbeiit Tun sk30Ha-4 (Ex4T) Obut
accolMUpoBaH C MyTaHTHBIM TUHOM »3K30Ha-7 (Ex7T) rena VRN-Al (rammotun
Ex4T/7T). Ananoruuno, aukuii tun 3k30Ha-7 (Ex7C) accomuupoBaH ¢ JUKUM THIIOM
sk30Ha-4 VRN-Al (Ex4C), nockoiabKy HE OOHAapyKEHO BapHAaHTOB C TaIlJIOTUIIOM
Ex4T/7C.

Cenpmoii 3k30H reHa VRN-AL B obpasmax T. sphaerococcum c ramiotunom Ex4C
(PT 191301, P1 40941, PI 42013, PI 277141, PI 168685, Cltr 17737) npencraBieH TUKUM
tunom (Ex7C), yTo cBUAETEIBCTBYET O TOM, YTO UACHTU(GUIIMPOBaHHBIN y HUX TeH VRN-

D4 Taxxe xapakrepusyercs raminotunom Ex4C/7C. Opnako B aByx oOpasmax T.
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sphaerococcum (PI 190982 u PI 278650) ¢ rammorunom Ex4C BBISIBICH OJHOBPEMEHHO
JTUKUH W MYTaHTHBIM Tum 3k30Ha-7. Wckmodenue ramnoruna Ex4C/7C rena VRN-D4
OPUBOJIUT K BbIBOAY, uTo ramiaotun reHa VRN-AL B 3Tux o0Opa3nax COOTBETCTBYET
Ex4C/7T.

Kpome Ttoro, maentudunuposano 3 obpasma T. sphaerococcum (Pl 277142, Pl
70711, PI 324492), conepkamue aJbTepHATUBHBIC TaIUIOTUIBI 00OWMX HK30HOB
onnoBpemenHo (Ex4C/T, Ex7C/T). [lns onpeaenenus KOMOMHAIIMYU TallJIOTUIIOB SK30HA-
4 wu »9K30Ha-7 B kaxkmou komum TeHa VRN-Al, ngaHHple o0pasnbl  ObUTH
aMITUQUIIMPOBaHbl KoMOWHasAMHU TpaiimepoB: Ex4/F2m3 - Ex7/T/R2m3 u Ex4/F2m3
- Ex7/C/R2m4. B pannoii [P, mpsmoil npaiimMep sBisieTcsi reHOM-CIEHU(PUYHBIM
(ucrionp3yeTcsi MpU  MACHTU(DUKAIMU TaljIoTUIIa HK30HA-4), Torga Kak oOpaTHbIe
npaiiMepsl ABIIAIOTCS ajuleNb-cenu(UYHBIMU K raruioTunam sk3oHa-7. Takum obpaszom,
y4acTOK  aMIUTM(UKAUA  OXBAaThIBA€T  HYKJICOTHIHYIO  IOCJIEIOBATEIBHOCTh
MoJIMMOP(HBIX CAaWTOB YETBEPTOTO M CEABMOTO SK30HOB. B pe3ymbrare, HaOmrogacmas
pasHuna B ckopoctu murpamuu Gparmento JJHK c paznuuHoil KpuBU3HOM, MO3BOJISET
OTpPENeNUTh TalIOTHN 3K30Ha-4 i kKaxkaoi komuu reHa VRN-ALl ¢ kKoHKpeTHBIM
rafmioTUIIOM 3k30Ha-7. JIms ykasaHHbBIX 0oOpasmoB T. Shaerococcum pacrieryicHue Ha
raruIoTUITB 9K30Ha-4 Habmomanock Tonbko s konuid VRN-AL ¢ MyTaHTHBIM THITOM
sk30Ha-7 (Ex7T), noarBepxknas, yto Hanmmuue Ex7C o0OycioBiIeHO NPUCYTCTBUEM reHa
VRN-DA4.

B ocraneHOM, cpein 00pa3noB ¢ JUKHUM TUNOM 3k30Ha-4 (Ex4C), He BBISBICHO
Mpe/ICTaBUTENICH, HECYIIUX OJHOBPEMEHHO 00a albTepHATHBHBIX TaluIOTUIA SK30HA-/
reHa VRN-AL, uro npeanonaraet oTcyTcTBHE BapuaHTOB ¢ AByMs Konusimu reHa VRN-AL

B reHoMe, xapakrepusytouuxcs ramotunamu Ex4C/7C u Ex4C/7T, cOOTBETCTBEHHO.

3.5.6. OnTumusupoBannblie JIHK-Mapkepbl B 1MCKPUMUHALMY FaNJI0TUIIOB

3K30HO0B 4 v 7 renoB VRN-AL1 u VRN-D4

Jns uaeHTUdUKAIMK TaluIOTUIIOB 9k30Ha-4 1 3k30Ha-7 TeHa VRN-AL panee Obutn
pa3zpaboranbsl Heckoibko TunoB JIHK-mapkepoB, ocHoBaHHBIE, TJIaBHBIM 00pa3oM, Ha
ananmse npoaykToB pectpukuun [TIP-pparmentos (Chen et al. 2009; Eagles et al. 2011,

Li et al. 2013; Yan et al. 2015). B psine uccinenoBanuii tun 3k30Ha-4 rena VRN-AL
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OTIpeNIeIsUI MyTeM aHalli3a CEKBEHOTpaMM aMIUMKOHOB (Zhang et al. 2015) wnmm cy6-
ki0HOB (Chen et al. 2013), uiu xe ¢ npumenearneM KASP-renotunuposanus (Diaz et al.
2012). B OoibHIMHCTBE CIydaeB, B OTJIMYHE OT MPEIJIOKEHHBIX B HACTOSIIEM
UCCJICIOBAaHUU, TaKMe MapKephbl SBIAIOTCS JTOMUHAHTHBIMHU, a CIOCOOBI UX JETEKIUU
Oozee TpynoeMKue, 6oJiee 3aTpaTHbIE Kak 0 pMHAHCaM, Tak U 1o BpeMeHu. Kpome Toro,
JUISL HUX HE MOKa3aHa BO3MOXKHOCTh MACHTU(HUKAIMA KOMOMHAIIMY TallIOTUIIOB SK30HOB
4 u 7 B HyKJICOTHIHOU mocnenoBarenbHoctu oaHoro reHa VRN-AL. Hakounen, oHu He
no3BOJISIIOT UCKIounTh BiausiHue reHa VRN-D4 Ha pesynbrar ananuza, a Takke
MIPOBOJIUTH T€HOTUTIHPOBaHUE reTepo3uroTHhIX 0 VRN-AL 06pa3iios.

AHanu3 nonuMmopduszma uyerBepToro u cenpmoro 3k30HO0B VRN-AL ocnoxnsercs
MPUCYTCTBUEM B OOJIBIIMHCTBE 00PA3IOB TeKCATUIOUIHON MIIICHHUIIBI HECKOJIBKUX KOTUM
TOr0 Te€Ha C Pa3jIMYHbIM COOTHOLIEHUEM aJIbTEPHATUBHBIX TallJIOTUIIOB JAaHHBIX
AK30HOB. B psizie mpenpayux ucciae0BaHui, UAeHTUDUKAIMS OJHOBPEMEHHO TUKOTO
u MyTaHTHOTO 7K30Ha-4 VRN-AL ocymiecTBisiiach Mo perucTpaldu JIBOMHOTO MUKa Ha
cexkBeHorpamme (Diaz et al. 2012; Zhang et al. 2015). OnHako, 4€TKO OTJASIUTH ABOMHON
UK OT IIyMa IOJIy4aeTcsl HE BCErJa, OCOOEHHO B CIydasx, KOrja KOJWYECTBO KOIUN
VRN-Al ¢ anpTepHaTHBHBIMU THUIIAMH YE€TBEPTOTO 3K30Ha, pa3nuuHo. Kpome Toro, B
HACTOSIIEM MCCIIEeIOBaHUM ObLIO OOHAPYKEHO, YTO HAJIM4Yue JEJICLUU WIM MHCEPLHU
xoTst Obl 1 m.H. B omHOM u3 kommil aHamusupyemoro ydactka VRN-Al nemaer He
BO3MOXXHBIM TPOYTCHHE CEKBEHOTPAMMBI, BCIEACTBHE HAIOXKEHUS XPOMATOTpaMM
(dbparMeHTOB Pa3IMYHON MPOTHKEHHOCTH. XOTs JaHHAs MpobiemMa MOXKET ObITh pelieHa
nyTeM pa3OueHUs] UCCIIEAYEMOro Yy4acTKa Ha HECKOJIbKO YacTel, 00JIacTh JIOKAIU3aluu
JENeIIMA/MHCEPIIMU  BBIMAJIaeT W3 aHalu3a. B kadecTBe mpumepa, Ha Pucynke 25
NPHUBEICHA YacTh CEKBEHOIPAMMBI, OXBaThIBatoIas 00acTh noJuMopdHoro A-Tpakra B
yetBepToM HMHTpoHE VRN-Al, monydeHHass B pe3yibTaTe€ CEKBEHUPOBAHUS MPOAYKTOB
ammunpukanuuu ¢ mapoit mnpaiimepoB Ex4F2m3 / Ex4AR245m3 o6pasma T.
sphaerococcum, Hecymero 3 pas3HbBIX raluIOTHIA MO JaHHOMY ydacTKy u reH VRN-D4
(PI 70711). B nanHoMm ciyvae, monuMoppusM A-TpakTa (Ieneuusi/uHcepuust 2 1.H.)
MPUBOJIUT K HAJIOKEHUIO, U TIEPEKPHIBAHUIO CIIEKTPOB (DIIFOOPECIICHIINY MOJYYCHHBIX OT
pasubix komuit VRN-Al, B pesynbrare, pacmm@poBKa TEPBUYHON CTPYKTYPHI
aHAIM3UPYEMOTO y4yacTKa I'eHa Mocje caiTa JIOKaIu3aluud MyTallud He MpeICTaBIseTcs

BO3MOKHOM.
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OCTaHOBKa
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BATAGI TTAAAAAAAA-T TTTTTIBBNTTTT T-GTAAA-A
“nonumMopdHbIA—
A-TpakT y4acTok neperblaammmxc;l NKOB (hN0OPUCLIEHLMN CEKBEHOrPaMM rannoTunos

(A-A,) Ex4C.s, Ex4T, Ex4C.sph

Pucynoxk 25. ®parmeHT xpomarorpammbsl ceKBeHHUpoBaHus mpoAaykToB I[P obGpasma T.
sphaerococcum (PI 70711) ¢ mapoii npaiimepoB Ex4F2m3 / Ex4AR245m3 (Mytepko u
ap. 2017). OOo3HaueHa mO3ULMA, IOCIE KOTOPOW pacmMppoBKa CEKBEHOIPAMMBI

CTaHOBHUTBCA HeBOSMO)KHOﬁ, BCJICACTBUC HAJIOXCHUA XpoOMaTOoIpaMM TallJIOTUIIOB

Ex4C.sph, Ex4C.s, Ex4T renoB VRN-AL u VRN-D4.

HccnenoBanue OCHOXKHAETCA TakkKe W TEM, YTO 00JacTd, (IIaHKUPYIOIUE
anamusupyembiii  ygactok  VRN-Al  gBisitoTCST  BBICOKO  KOHCEPBAaTUBHBIMU B
TOMEOJIOTHYHBIX TEHax JaHHOW cepuu. B pesynbrare mnorpeboBanach pa3paboTka
crennanbHbIX npaiimepoB Kk OHII u ontumusanus ycnosuit nposeaeHus I11[P-ananusa.
B amnenb-cnenmduueckux mpaiiMepax Ex4F2m3, Ex4outV4F2m3, V4/R2m3,
Ex4AR245m3 u Ex7/T/R2m3 omnoHykI€OTHAHBIN TonumMopdusm, paznmuyaronmii JTHK
rociiefoBaTelbHOCTH B Tomeonornynbix reHax VRNI, nimm ren VRN-D4, nokanu3oBan Bo
BTOPOH MO3UIIMM TpaiiMepa, OTHOCUTENBHO 3' KOHIIa. Kpome Toro, aJisi TOMOJTHUTEIbHOU
necrabmwimzanuu  JIHK-cniupanu, HapyimieHne KOMIIJIEMEHTApHOCTH HMCKYCCTBEHHO
CO3/1aHO B coceaHer no3uiuu 3. HekoMIuieMeHTapHbIM HYKJICOTH B JTAHHOW TMO3UIIUU
oA0OUpasCsi UCXOJS U3 €ro OKPYXKEHHUsI, a TAaK)KE€ OCHOBBIBASICh HAa pe3ybTaTax BIIHMSHUS
TUTIA HEKOMIUIEMEeHTapHOW mapel Ha ctabmibHOCTh JIHK-cmpanu (Liu et al. 2012).
[Ipeanonaraercs, 4To HE CHAPEHHBIM HYKJICOTH]I BO BTOPOM MO3UIUUA HHHUIIUUPYET
pacmuierenue cnupanu JJHK, oxBateiBatoniee Tpu Hykieotuaa (¢ 1 mo 3 nykiaeorun ot 3'
KOHIIa TmpaiiMepa) W TpeAoTBpailas mnociaeAywmonlyro anonranuio nenu JHK-
noymMepas3oil. B ciydae, koraa HapylieHHe KOMIIEMEHTAPHOCTH BO BTOPOU MO3UIIUHA OT
3' KOHIIa mpaiiMepa OTCYTCTBYET, €IMHCTBEHHAs] HEKOMILJIEMEHTApHAsI Mapa B COCEIHEH,
TpeThel TO3MIIMU OKAa3bIBACT HE 3HAUMUTENIbHOE BIMsSHUE Ha 3()PEKTUBHOCTH OTKHUTa
npaiimepa (Liu et al. 2012). B xone I1I[P-ananu3a ¢ uccnoib3oBaHreM pa3padOTaHHBIX
ajuieNb-CrieuPpUIecKuxX MpaiMepoB, HE ILieJeBble (parMeHThl, TOJy4YCHHBIE B

pe3yabTare aMIuiMpuKauy aabTepHATUBHBIX ajuieniedd, He Habmomamuch. B cBs3u ¢
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3TUM, mOpennonaraercs, uro Jokanuszanuss OHII Bo BTopoil mo3unuu U BBEACHUE
HEKOMIUIEMEHTAPHOTO HYKJIEOTHUJA B TPEThIO IO3ULHI0, OTHOCUTENIBHO 3' KOHIA,
aBisgeTca 3(PPEKTUBHBIM NOJIXOJ0M B pa3paboTKe ajliesb-clienu(UUecKux IMpaiiMepoB
JUISI TEHOTUITUPOBAHUS OJTHOHYKJICOTHUAHBIX MOJIUMOP(HU3MOB.

BBeneHre HEKOMIUIEMEHTApHOIO HYKJIEOTHAA B YETBEPTYIO IMO3UIMIO (BMECTO
TpeTheil) oT 3' konma mpaiiMepa Ex7/C/R2m4 o0O0yclOBICEHO HEOOXOIUMOCTHIO
UCKJIIOUEHUsI 00pazoBaHus AUMepoB. Kpome Toro, st BO3MOKHOCTH OCYILIECTBICHUS
MYJBTUIUIEKC PEAKIUU C YYaCTHEM OJIHOBPEMEHHO OO0OUX ailieib-Crieln(pruuIecKux
npaiiMepoB K AK30HY-7, OJIMH U3 MpaiiMepoB ObLI JIOMOJHUTEIBHO ONTUMU3UpPOBaH. B
yacTHOCTH, B mpaiMepe Ex7/T/R2m3 wu3 32 HykieoTHAOB TONbKO 19 ydacTByroT B
3askopuBanun Ha JIHK wMarpune, ocrtampHble 13  mpencraBisitor  coboi  He
KOMIUIEMEHTAPHYIO  JIMHKEPHYIO  IOCJIEIOBAaTEIbHOCTh, KOTOpas  oOOecrneyrBacT
Pa3IMYUMYIO TIPU AIEKTpodope3e pasHUILy JUIMH eNeBbIX (parMeHToB MyTuruiekc AC

TILIP.

3.5.7. O6cyxneHHe pe3yIbTATOB HCCJIEI0BAHNS FAMJIOTHIIOB YK30HA 4 U 7 reHa

VRN-A1

Panee, nccnenopanue nomuMopduszma 3k30H0B 4 u 7 rena VRN-AL mpoBoauinoch
JUIsl HeOOJIBIIIOr0 KOJIMYECTBAa COPTOB MSTKOW MIIeHHIbl. B Hacrosuiem ncciaenoBaHUU
aHaJIM3 MPOBEJECH HAa T'EHETUYECKOM MaTepuajie IIECTH BHJIOB TETPAILUIOMIHON U IATH
BUJIOB T€KCAIUTOMIHOM MIIEeHULbl. Takum 00pa3oM, ObLIM OXBadeHbI MPAKTUYECKH BCE
HauboJsee BOCTpeOOBaHHBIE B CENEKIIMU BUJbI MOJUIUIOWIHOW MIIEHUIIBI, BKIIIOYast BCE
pa3zHooOpa3ue annenbHbIX BapuanTtoB reHa VRN-AL, BcTpevaronuxcs B HUX.

[Tockonpky B mporecce wucciegoBanuss ©Oonee 150 o6pasmoB 11  BuIoB
TOJUIUIONTHOW TIIEHUIBl WACHTU(GUIIMPOBAH TOIBKO OAMH 00paszell ¢ MyTaHTHBIM
sk30HOM-4 VRN-AL (ramotun Ex4T) B 0IMHOYHOM MpEACTABICHUU, HEIb3 UCKIIIOYATD,
4TO B JlaHHOM oOpasue ofHa u3 konuii VRN-ALl copepkuT Myranuu B aHaIU3UPyEeMOMH
00JacTH 3TOrO reHa, UCKIIoYalolue ee OOHAapy)KeHUEe MPHU JaHHBIX YCIOBUSAX aHAJIM3a,
WIH K€ OTCYTCTBYET BOBCE, B CBSI3U C XPOMOCOMHBIMH TepecTpoiikamu. B ocTanbHbIX
cinydasx, MyTaHTHbIA Tul 3Kk30Ha-4 VRN-AL, Taxke Kak M MyTaHTHBIA THI CEIbMOIO

sk30Ha 3Toro reda (Ex7T), HaOmromancs TOabKO B codeTaHum ¢ ramiotunoM Ex4C.m, u,
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3a uckiroueHneM amiens Vrn-Alj (coaepXuT MyTalu B 00JIACTH POMOTOpPA), TOIBKO B
oOpa3slax BUIOB TE€KCAIUIOMIHOW MINEHUIBI C pelecCUBHBIM ajuieneM VIn-Al. B srtoit
CBSI3U, MPEJIOJIaraeTcs, 4To MOIUMOP(PU3M aJCHUHOBOTO TpakTa B 3k30He-4 VRN-AL
XapaKkTepeH TOJIbKO ISl MpEACTaBUTENeH TeKCalJIOUIHOM MIISHUIIBI, COAEpKAIIUX He
MEHee JBYX KOIHM 3TOTO reHa Ha TeHoM. bolee Toro, B X0/1€ CKpUHUHTA JOCTYITHBIX U3
nyonuunbix 0a3 manHbiX JIHK mocnemoBarensHocTelt sk30HOB 4 m 7 rena VRN-AL,
ramiotun Ex4C.s/7C uneHtuguuupoBaH B IUILUIOUIHON mimeHuIie 1. monococcum u T.
urartu, uyro ykaseiBaeT Ha Oojee panee, mo cpaBHenumio ¢ Ex4C.f, Ex4C.m, Ex4T,
MPOUCXOXKICHUE TOrO TaluIoTHIA M XapaKTEepU3yeT ero Kak MUKW Turl. MyTaHTHBIN
ratiotunn - Ex4T/7T, BeposTHO, JUBEPrUpoBajl B TEKCAIUIOMJHON MILEHULE U3
penieccuBHoro ajuiens VIN-Al ¢ ramorunom Ex4C.m/7T. Takum oOpa3zom, MpUCYTCTBUE
reia VRN-D4 wunu nomunantHoro asmienss VRN-Al B rerepo3urore B oOpasiax
TeKCAIUIOUIHONW MIIeHUIIbI, Hecynux rarmiotun Ex4T, Moxer ObITh YCTaHOBIEHO IO
HaJIUYMIO CIeu(UUecKoro raruiotuna 4derBeproro 3k3oHa, Ex4C.s umu Ex4C.f mis
ammteneit Vrn-Ala/e/i. TlomyueHHBIE NaHHBIE TAaKKE CBUACTEIBCTBYIOT O TOM, YTO
reKCaruIOuIHbIe BUJIBI MIIIEHUIIBI, BEPOSITHO, UMEIOT O0IIIee MPOUCXOXKICHHUE.

BrisiBiIeHHBIE acCOIMALMM TAIUIOTUIIOB 3K30Ha-4 U 9K30HA-7 B Pa3JIMYHbBIX aJUIEIISIX
reHa VRN-Al, npenctaBieHHOro pa3jauyHbIM YHUCIOM KOMHM B TE€HOME IO3BOJISIOT
MPEANONOXKUTh HM300paXeHHbI Ha PucyHke 26 mOpsAIOK JUBEPreHIIMM KOMOWHAIUN
ATUX TAaIUIOTUIIOB B TMPOLECCE 3BOJIONUU MieHUlbl. COrjJacHO YCTaHOBJIEHHBIM
(UITOTEHETUYECKUM B3aUMOOTHOIIICHUSIM MEXKAY aJlbTEPHATUBHBIMU TaIUIOTUIIAMHU
5k30HOB 4 u 7 VRN-Al, nuBepreHuusi ceIbMOro 5K30Ha MPOM3OILIA paHbIE, YeM
YeTBEPTOro, clief0BaTeNbHO, BTOpass U TpeTbsd komuu reHa VRN-Al c¢ raminotunom
Ex4T/7T nuBeprupoBaid MOCIEAOBATEIbHO B (UICTUYECKONM JMHMM TaruioTUIa
Ex4C.m/7T. B stoii Bs3M, mpeamnosaraercs, 4ro sBieHue MHorokonuiHoctd VRN-AL B
TeKCAIJIOUAHOW TIIIECHUIIE aCCOLMMPOBAHO C MYyTaHTHBIM TunoM Ex4T »sk30Ha-4 u
MyTaHTHBIM TUnioM Ex7T sk30Ha-7, oOpasyromue komounammu Ex4C.m/7T, Ex4T/7T
wm Ex4C.m/7T, Ex4T/7T, Ex4T/7T nnsa nByx u tpex kommii reHa VRN-AL,
COOTBETCTBEHHO. Takum 006pa3zoM, momumopdusm sk3onHa-4 rera VRN-AL, Habmronaembiii
WCKIIIOUUTENIbHO B TEKCAIJIOWAHOW TIIEHHUIIE, ACCOLUMHUPOBAH C MYTAHTHBIM THUIIOM
AK30HA-7, Pa3IMYHBIM COOTHOIIEHUEM MYTAHTHBIX U UHTAKTHBIX TallJIOTUIIOB YK30HA-4, a

TAKKC HAJIMYHUEM HC MCHCC JIBYX KOITMM ATOTO I'€Ha B T€HOME.
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PI/IcyHOK 26. OuIoreHeTUYECKUE B3aMMOOTHOIIICHUS 1 HpennonaraeMmﬁ IIOPAI0K

JMBEPreHIINY TalJIOTUIIOB 3K30Ha-4 1 ’k30Ha-7 reHa VRN-AL.

B npeapiaymemM uccrnenoBanuu, MHTaKTHBINA ramioTun Ex4C ObL1 ycTaHOBIIECH IS
noMuHaHTHBIX ajenei Vrn-Ala u Vrn-Alb (Eagles et al. 2011). Oanako, 0630p
JUTEPATypHbIX HMCTOYHUKOB HE BBISBWIJI JlaHHbIE 00 HCcleAoBaHWM ToJluMopduzma
YETBEPTOTO PK30HA B JAPYTUX ajiensax 3Toro reHa. Kpome Toro, momumopdusm sk30Ha-7
paHee He ObLT OXapakTepu30BaH HU It oHOTro U3 ameneid VRN-AL.

CyIecTBOBaIO MPEANOIOKEHHEe, YTO JOMHHaHTHBIe autenu Vrn-Ala u Vrn-Alb
NPOUCXOaAT OT obmiero Ommwkaiimero mnpeaka (Eagles et al. 2011).  Hacrosiee
HCCJIe0BaHUE MO0KA3aJ0, YTO MPAKTHUYECKU BCE M3BECTHbIE JOMHHaHTHBIE ayenu VRN-
Al xapakTepu3ylTCsl TaljOTUIIOM JTUKOTO THIIAa KaK B YETBEPTOM, TaK U B CEIbMOM
sk30Hax, Ex4C.s/7C unmn Ex4C.f/7C. Kpome Toro, ycTaHOBIEHHO, 4TO XOTs ayienu Vrn-
Ala u Vrn-Alb He pa3nuyarOTCs MEPBHUYHON CTPYKTYpPOW 3K30HA-4, MPOUCXOISAT OHU W3
pasHbIX (UIETHYECKUX JIHHUN, Oepymux Hayano or ramiotunoB Ex4C.s m Ex4C.f,
COOTBETCTBEHHO.

Jonroe BpeMsi CUMTalOCh, YTO MyTalus Leu''’/Phet’ (Ex4T) accomuupoBaHa ¢
MyTaluen Ala®®\va'® (Ex7T). OnHako cienyeT OTMETUTh, YTO TaHHBIE UCCIEIOBAHUS

npoBoauiuchk 0e3 ydera MHorokomuiiHocTu TeHa VRN-ALl u, cooTBeTCTBEeHHO, HE
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MPUHUMAJIACh BO BHUMAHKE BO3MOXKHOCTh HAJIMYUS B TeHOME HecKoiabkux koruii VRN-
Al c anbTepHaTUBHBIMHM TalJIOTUIIAMH 5K30Ha-4 M 95K30Ha-/, MpPeACTaBICHHBIX
paznuyHbIMu KoMOuHanusmu. [lozxe ObUTO0 mokaszaHo, yto rammotun Ex4C moxer
00pa3oBbIBaTh aJbTepHATUBHBIE KOMOWHAIMU C TAaIIOTHIAMH 3K30Ha-7. B wacTHOCTH,
ob1 unentuduiuponan ramwiorun Ex4C/7T B oOpasuax, comepxamniux 2-3 KOMHUHU TeHa
VRN-A1l (Diaz et al. 2012). B cBs3u ¢ 3THM IpPEANOIaraisoch, 9YT0 HE MPEACTaBISIETCS
BO3MOKHBIM OTMpEJICNICHUE THUIA AK30HA-7 UCXOJs W3 TaljioTHNa 3K30Ha-4 U Ha000pOT
(Yan et al. 2015). B nHacTosIieM UCCIEAOBaHUN [TOKA3aHO, YTO JWKHH THIT SK30HA-7 H
MYTAHTHBIN THIT SK30Ha-4 aCCOLMUPOBAHBI C AHAJIIOTMYHBIMH TaIUIOTUIIAMU 3K30HOB 4 U
7, coorBeTcTBeHHO. TakuMm o6pazoM, ramnotunsl Ex7T u Ex4C moryT ObITh OnpeeeHsbl
ucxoas u3 npucyrctBus ramiotunoB Ex4T u Ex7C coOTBETCTBEHHO, B IaHHOW KOIUHU
rena VRN-A1L.

B HenaBHeM mMacmiTaOHOM HCCIIEIOBaHUH BaprHaOeIbHOCTH KOJMYECTBA KOMUM T'eHa
VRN-Al B rexcamionmgHo# mmeHure 1. aestivum ObLIO MMOKa3aHO, YTO TOJIBKO MEHEE
10% copToB coaepkaT OJHY KOMHIO STOTO TE€HAa, B TO BpeMs KakK IOJABIISIONICe
OOJIBIIIMHCTBO O3UMBIX COPTOB HeCyT 2-3 Kkomuu, ¥ Toibko B 3 oOpasmax (0.3%)
BbisiBiecHO 4 xomuu (Wiirschum et al. 2015). CnenyeT OTMETUTh, 4YTO JaHHOE
HCCIIe0BaHUE BBIMOJTHSIOCH 0a3 yueta Hamuuus reHa VRN-D4. Takum o6pa3oM, HElIb3s
UCKIIIOYaTh, YTO B oOpasmax c ueTbipbMsi komusiMu VRN-ALl, ogna w3 sTux Komui
apisieTcsi reHoM VRN-D4, nockonbKy aHalu3upyemblii B JAaHHOM HUCCIIEIOBAHUM YYaCTOK
JHK wunentruen pns oOoux TeHOB. B mpoaHanu3upoBaHHOM B  HACTOAIIEM
UCCJICIOBAHUU TEHETUYECKOM MaTepuaye, MOJaBIsoIee OOJbIIMHCTBO 00pa3ioB
TeKCaIUIOMHON MIIEHUIIBI C PEIeCCUBHBIM ajuienieM VIN-Al Heciu ogHOBpeMEHHO 00a,
JTUKUH U MYTaQHTHBIA THIBI YETBEPTOTO IK30HA B COYETAHWU C MYTAHTHBIM SK30HOM-/
storo reHa (ramtotun Ex4C7T/ExX4ATT7T), nonTeepxkaas He MeHee nByx komuii VRN-AL
Ha TEHOM.

OOpa3ibl TeKCaroOuAHON MIIEHUIIBl C MPEANOJIOKUTEILHO OJHOM KOIMHUEW reHa
VRN-A1l (rammotunsr Ex4C.f, Ex4C.s i Ex4C.m B OJMHOYHOM TpEICTABICHHUH)
BBISIBJICHBI TPEUMYIIECTBEHHO B T. Sphaerococcum u B psijie 3amaJHOCBPONCHCKUX
coproB wmsrkoi mmreHunbl (T. aestivum), 9to Takke corimacyercs ¢ pe3yiabTaTaMu
UCCIIEI0OBaHUsT Treorpauyeckoro pacmpocTpaHeHHs O3MMBIX COpTOB 1. aestivum,

BapuabenbHbIX 10 KonnyecTBy Komuid reHa VRN-AL (Wiirschum et al. 2015).
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Eme B mnpenpiaymux uccleqoBaHUAX ObUIO 3aMeueHo, 4to ramnotun Ex7C
npeoOyiajaeT B SAPOBBIX copTax, Toraa kak ramiotun Ex7T nerexktupyercs TJIaBHBIM
obpazom B o3umbix (Sherman et al. 2004; Chen et al. 2009). CymecTBoBaio gaxe
npennoynoxenue, 4yto ramtotun Ex7C accolMupoBaH ¢ SPOBBIM THUIIOM Pa3BUTHs, TOTJa
Kak Hanuuue ramwioruna Ex7T koppennpoBano ¢ NOTpeOHOCTHIO B SPOBU3ALUU (O3UMBII
tun pasputus) (Chen et al. 2009). B HacrosiieM ucciej0BaHUU YCTAaHOBICHO, YTO MOYTH
Bce u3BecTHbIC JomuHaHTHBIE ajuienu reHa VRN-AL umeror ramnotun Ex7C, B To Bpems
KaK ToJaBisifoniee OOJBIIMHCTBO O0pa3lloB C pELECcCMBHBIM amieneMm VIn-Al
xapakTepusytorcs ramotunom Ex7T. B wactHocTH, Hanuuue ABYX M OoJjiee KOMUM TeHa
VRN-A1, a 370, coriacHo MOCIEIHUM JaHHBIM, COCTaBIsIeT 95% COpPTOB 03UMOI MATKOU
NIICHUIIBI, acconuupoBano ¢ rammorunoM Ex7T. Cpenu JOMHMHAHTHBIX aljielield reHa
VRN-A1, rarumorun Ex7T netektupoBan Toabko B ayutensax Vrn-Alc(IL369) u Vrn-Alj.

B cBs3u ¢ TeM, 4TO B HACTOSIIEM HWCCIEAOBAHUM TOKa3aHA WICHTUYHOCTh
uHTakTHOrO Tuma 3k30HOB 4 u 7 (ramnotun Ex4C7C) ans rema VRN-D4, VRN-Al B
TUTUTOMIHONW TETPArUIOUTHOW TIISHHIle, a TakKe s TOJABJISIONEro OOJBIINHCTBA
JOMMHAHTHBIX aJuiefiel 3TOro reHa, He00XOUMOCTh UICHTU(DUKAIIMK TUIIA YETBEPTOTO U
cenpMoro 9k30HOB VRN-Al cymiecTtByeT TONBKO [jisi 0OpasloB TIeKCAIUIOUTHOMN
MIICHUIIBI C PEIIECCUBHBIM aJuIeNieM 3TOTO IeHa, a HEOOXOAUMOCTh TeHOTUITUPOBAHUS TI0
VRN-D4 — Tonpko i1 reKcaruionaHoi mireHus! ¢ ramiotunoMm Ex7C.

PesynbraThl HcclieoBaHMs PacHpOCTPAHEHUs] TAIUIOTUIIOB 3K30Ha-4 W 3K30Ha-/
resa VRN-Al B pa3nuuHbIX BHUAAX TMOJUIUJIOWJIHOW TMIIEHUIIBI, WX KOMOWHAIUMH,
accoIMaIui ¢ pa3IMYHBIMU aUIeJIsIMUA U KostmdecTBOM Kornuii reHa VRN-AL mo3Bosistor
MPE/IOI0XKUTh, UYTO JalibHEelIee BO3HMKHOBeHHE HOBBIX aieneid reHa VRN-AL B
TeKCaIUIONTHOM TIIeHUIle OyAeT acCOIMUPOBAHO C MPUCYTCTBUEM HECKOJBKUX KOMUU
reHa VRN-AL. Ilpu 3TOoM KOaupyomas nocieqoBaTeIbHOCTh 3TUX allJieleil BO MHOTHUX
ciayyasx OyaeTr xapaktepu3oBarbes HaimuuuemM C->T TpaH3UIMKM B YETBEPTOM W/WIIU
CEbMOM DJK30HaX. BpICOokas BEpOATHOCTb JAHHOIO TMPOTHO3a MOJJIEPKUBACTCS
crpykrypoir amieneit Vrn-Alc(IL369) u Vrn-Alj, kotopble, B OTIHYHE OT JIPYTUX
u3BecTHbIX ayieneit reHa VRN-AL, umeroT npoucxoxeHrue B reKCaruionJHON MIIeHUIEe
¥ 00J1a/1al0T BBIIIETICPEUNCIICHHBIMU XapaKTEPUCTUKAMHU.

3HaHUS O pacCPOCTPAHEHHOCTH aJbTEPHATUBHBIX TaIlJIOTUIIOB YK30HA-4 U SK30HA-/

reHa VRN-ALl B moiuniaoniHON MIIEHUIE pa3HbIX BUJIOB C Pa3IUYHBIMU AJUIEISIMU I€Ha



155
VRN-Al, a Takke MpOCTON M HAAEKHBIM CIOCOO WX JOCTOBEPHOW HICHTU(DUKAIINH,
SBJISIIOTCS. OCHOBAHUEM JUIs IajbHEMIIEero INIaHUPOBAaHUS U NMPOBEACHUS UCCIIEeIOBaHUN
¢denorunnueckoro 3gdexra coorHomenus konuit rena VRN-AL, skcnpeccupyrommxcs B
HPOAYKTHI C Pa3IN4HON (GYHKIMOHATIBHOW aKTUBHOCTBIO, HA KIIOUYEBbIE, arPOHOMHYECKU

INCHHBIC TPU3HAKUW MIICHUIIBI.
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3.6. UccaenoBanue ajiebHoro pasnooopasusi reaoB VRN1 u VRN3 B coprax

TBepAOi mmeHuubl T. durum

OTnenbHOTO BHUMAHHS 3acly)KMBAaeT OIKCAaHUE pE3YJIbTAaTOB HCCIECIOBAHUS
arensHoro pasnoobpasust renoB VRN B coprax T. durum. Ilpexme Bcero, 3To CBSI3aHO €
TEM, 4YTO OOHApYKCHHBIE [aHHBIE MOTYT HMETh 3HAUYWTEIbHOE BIHSIHHE Ha
npelonpeeieHle HalpaBlIeHUss U XOJ AaJIbHEWINeN CeleKIMU TBEpAOW MIIeHUIsl. B
oTanurMe OT OONIBIIMHCTBA paHee NPOAHATU3UPOBAHHBIX O0OPa3IOB TMOJIHUILIOUTHON
NIICHWIIBI, JaHHbIe 00pa3mbl T. durum sBISIOTCS COPTOBBIM MAaTEPUAIOM M UCIIBITAIH
NEHUCTBUE HCKYCCTBEHHOTO OTOOpa, HAMpaBICHHOTO Ha IMIOJyYeHHE TEHOTHIIOB,
MaKCUMAJIGHO  QJalNTUPOBAHHBIX K  YCIOBUSIM  PETHOHAa  KYJIbTHBHPOBAHMA.
CrnenoBarebHO, allJIEIbHBIA COCTaB 3TUX COPTOB OTOOpaKaeT Pe3yabTaThl MPEIbITYIINX
0TOOPOB W TIO3BOJISIET CYAWTH O MPEHMYIIECTBE BHEAPEHUS TEX WM WHBIX ajlieleid B
CEJICKIIMIO TBEPJOM MIIEHUIBI B KaXJOM KOHKPETHOM 93KOJOTO-Teorpaduueckom
peruone. Kpome Toro, B mporiecce anaau3a coptoB T. durum Obutd 0OHapy eHbBI (aKThI,
paHee He HaOJI0IaBIINeCs B TEUCHHE MHOTOJICTHUX MCCIIeTOBAaHUH MIIeHUIbl. Hakoner,
UCCIIeZIOBAaHUE COPTOBOIO MarepHasa, KOTOPBIA yXe MPOIIes BCEe ITAlbl CEIEKIIMOHHOTO
mporiecca W TMOCTaBNseTCSl B KadecTBE TOTOBOTO CHIPbS JUISI THINEBOW U
nepepaldaThIBAIONIEH MPOMBIIIJICHHOCTH, OYEBHUIHO, MMEET OONbIIYI0O MPaKTHYECKYIO
[IEHHOCTh, Y€M aHaJU3 OO0pa3loB SBISIONIMXCS JHIIb MOTCHIUAIBHBIMH JIOHOPAMHU
IeHETUYECKOr0 MaTepHaja, KOTOPBIH TOJIBKO TPU OMPEIETIEHHBIX OOCTOSTENbCTBAX
MOXET OBITh BIIOCIEACTBHM BHEAPEH B JUIMTEIBHBIA CENEKIMOHHBIN IPOIEcC ¢
HEOIPEIEIICHHBIM PE3yJIbTaTOM.

Hecmotpst Ha TO, UTO MO MOCEBHBIM IUIOLIASIM TBEpAAs MIICHUIA 3aHUMAET BTPOE
MeCTO B MHpe mocie Msarkoi mmeHuist (T. aestivum), copra T. durum octaroTcs mioxo
M3Y4YEHHBIMU 10 aieabHoMy coctaBy TreHoB VRN. B a3roil cBsazu  amienbHoOe
pazHooOpas3ue renoB VRN-AL, VRN-B1 u VRN-B3 06b1710 uccieg0BaHO B KOJIJICKIIMU U3
134 coproB T. durum u3 17 crpaH ¢ mpeobnasaHueM COpPTOB M3 YKpawHbI U Poccun
(IMpunoxenue 15). Ananu3 coptoB T. dUurum mpoBOAMIICS C HCIOJIB30BAaHHEM paHEe
npe/uiokeHHbix  auarHoctudecknx — JIHK-mapkepoB. C menbio  BBISBICHHSA
cnenu(puyuecKux ayjIeNbHbIX KOMOMHALMK ISl KaXAOro reorpauyeckoro permoHa

(CTpaHI)I), ACCOONMHUPOBAHHBIX C UX aAAlITUBHBIM IMPEUMYIIICCTBOM B )IaHHOﬁ MECTHOCTH U
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OTPAKAKOIINX HAIIPABJICHUC CCICKIUA TBCpZ[Oﬁ MNIEHUIBI B KOHKPCTHBIX MNCHTPAX
KYJIbTHUBHUPOBAHUA COPTA, OBLIH CTPYIIIIUPOBAHBI B COOTBECTCTBUU C HUX HpeﬂnonaraeMoﬁ
CKOPOCIICIOCTBIO ITYTEM HOCHCILOB&TCHBHOﬁ KIIaCTCpu3alvi B IMOPAAKEC, OTPAKAIOIICM

BiusHKe pa3nnuHbiX reHoB VRN Ha Bpems komomenus: VRN-AL > VRN-B1 > VRN-BS3.

3.6.1. Ouenka ateabHOT0 pasnoodopasusi renoB VRN1 B T. durum

Tpu mapel mpaiiMepoB OBUIM HCIOJB30BAHBI I WACHTU(UKAIUU aJUIEIbHBIX
BapuanToB rena VRN-AL B xone IILIP ananuza. HecMoTpst Ha TO, 4TO Mapa npaiMepoB
VRN1AF/VRN1-INT1R ¢aankupyer 6osee uem 460 m.H. B 00JaCTH MPOMOTOPA, SK30H-
1 u yacTh UHTpOHA-1, MOTUMOPPU3M JUTUHBI TPOTYKTOB aMILTU(DUKALIUK JO HACTOSIIETO
BPEMEHH aCCOLMUPOBAH UCKIIOUUTEIHFHO C MyTaIlUsIMU B 00JIACTH MPOMOTOPA STOTO TeHa
U He OOHapyKeH ]Il OXBAaThIBAEMOM 4YacTU TPaHCKpUOUPYEMOH MOCIEA0BATEIBLHOCTH.
Orto mo3Boiser auddepenmupoBats Oonee 10 amneneir mpomotopa rena VRN-AL,
OCHOBBIBAsACh TOJILKO Ha mojumopdusme mimnbl pparmentoB II[P. Kpome toro, kax
ObUIO MPOJAEMOHCTPUPOBAHO paHEE B HACTOSIIEM HCCIIENOBaHWU, UHPOPMATUBHOCTh
HekoTophix JIHK-MapkepoB MoKeT ObITh 3HAUWUTENHHO TOBBIIICHA ITyTEM IPOBEICHUS
anektpodopeza B [IAAID' B crenuanbHBIX YCIOBUSX, MO3BOJISIIONINX JETEKTUPOBATh HE
MEHee CEMH JIONOJTHUTENBHBIX ayieabHbIX BapuaHToB VRN-ALl, wm30eras mporecc
CCKBCHHMPOBaHUs M CBsI3aHHBIX ¢ HUM ommbok (Muterko et al. 2016a). [TpucyrcTBue wiu
OTCYTCTBHUE NMPOTSKEHHBbIX Jenenuil B nepBoM uHTpoHe reHa VRN-AL ompeaesnsiiocs B
xone wuHAuBUAyanbHBIX [P ¢ mapamu mpaiimepoB Ex1/C/F - Intrl/A/R3 u Vrn-Al-
intr F - Vrn-Al-intr_R1. ®parment mmHoi 522 1.H. aMIUIMQUIUPYETCS C
ucnonb3oBanueM mapel npaimepoB Ex1/C/F u Intrl/A/R3, netextupys amiens Vrn-Alc
(Langdon), Torna kak aMIuIMKOHBI 541 I.H., aMIITUpHUIIPYEMbIe TTapoil paiiMepoB Vrn-
Al-intr Fu Vrn-Al-intr R1 uaentudunupytor nHTakTHEIN HHTPOH-1 rena VRN-AL.

B xone uccnenoBanusi amienbHoro pasHooOpasus mo reny VRN-ALl B TBepnoit
MIIICHUIE OBIJIO YCTAHOBJICHO, YTO BCE SIPOBBIC copTa T. dUrum cozaepkat JOMHUHAHTHBIN
amtens reHa VRN-AL (Tlpunoxenue 15). [1pu sTom nogasstoiiee OOIBITUHCTBO COPTOB
(72%), nomunranTtHeIx 10 VRN-AL, HecyT aeneruio 7.2 KO B IEpBOM HHTPOHE 3TOT'O T€Ha,
KoTOpas xapakrepusyet auieiab Vin-Alc (Langdon) (GB: KX139172), Torma kak TOJIbKO

28 % copTOB cojaepKalu MyTaluu B oOsactu mpomotopa. [Ipeobnananue ammens Vrn-
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AlC sBisieTcss HETUITMYHBIM ISl OOJBIIIMHCTBA BHJIOB TETPAIIOMIHOMN TIIICHUIIBI, TAKUX
kak Triticum dicoccoides, Triticum dicoccum, Triticum turgidum wmm Triticum
carthlicum, xoTst xapaktepHo s Buga Triticum polonicum (Muterko et al. 2016a).

NnentudumupoBano 5 amnenbHbix BapuaHToB reHa VRN-Al ¢ mytamusmu B
obmactu mpomoropa: Vrn-Ala.l (GB: KX139174), Vrn-Alb.1 (GB: KX268729), vrn-
Alb.3 (GB: KU738895), Vrn-Alb.6 (GB: KX139169-KX139170) u Vrn-Ali (GB:
KX139167). Cpenn Hux Hamboyiee paclpocTpaHeHHBIM ObUT aywiens Vrn-Alb.6 (20
COPTOB), TOT/Ia KaK OPUTHHAIBHBIN BapuaHT VIN-Alb.1l neTeKTHpoBaH TONBKO B YETHIPEX
coprax. llIlupoko pacmpocTpaHeHHbIC Cpeau MpeacTaBuresnel Buaa T. turgidum amienu
Vrn-Ali u vrn-Alb.3 (Muterko et al. 2016a), B HacTosiIieM HCCIICIOBAHUU BBISBICHBI
TOJLKO B dYeTbipex coprax 1. durum. B copre XapbkoBckas 1, KOTOpPBIH COTJIacHO
MACIOPTHBIM JaHHBIM SIBJISICTCS O3UMBIM, JCTEKTHPOBaH ayutenas VIn-Alb.3. Amrens Vrn-
Ali, vecymuit OHII B A-tpakte VRN-0Oo0kca, uaeHtuduipoan B coprax [llupsan 3,
[Mupsan 5 u GK Basa u3 Azepb6aiinxana u BeHrpuu, COOTBETCTBEHHO.

JomunantHeii  amens  Vrn-Ala, comepxkammii mHcepumio MITE B obOmactu
IPOMOTOpPA, XapaKTepPeH ISl MHOTUX COPTOB T'eKCAIUIOWIHOM MIIIEHUITBI BUa T. aestivum
¥ TIOJTYY/JT IIMPOKOE pacrpocTpaHeHue B KyibType nocie 1970 roga (Yan et al. 2004a).
B nacrosmem wuccnenoBanuu amienb Vrn-Ala.l Obur BrepBble WIAESHTH(DHUIIMUPOBAH B
MHOTOYHUCIICHHBIX COpPTaxX TETPAIUIOWAHON mmieHunbl 1. durum u3 Poccuu, rae oH
MPUCYTCTBOBAJ MOYTH Y MOJOBUHBI COPTOB ¢ MyTaHTHBIM npoMoTopoM reHa VRN-AL, o
HE OOHAPYKEH B COPTAaX M3 JAPYIMX CTpaH. DTO YKa3bIBaeT Ha CIECHU(PHUUHOCTH ajliess
Vrn-Ala.l nna Poccuiickux cOpTOB TBEPI0M MIIIEHUIIBI.

Onektpodopes B mnonuakpunamugHoMm rene (parmentoB I[P, momydeHHBIX C
nomoitpio mpaiiMepoB Prl u Pr2, Obln mpoBedeH aiis AUCKPUMHUHAIIMM BapHUaHTOB
nocnenoBarenbHocti npoMoTopa reHa VRN-B1l. B pesynbrare anHanuza ycTaHOBIIEHO,
uro 13 copros T. durum uecyt amrens VRN-B1.S, conepkamuii nenenuu 7, 3 u 2 m.H. B
obmactu mpomortopa. Copra ¢ VRN-BL1.s npeobnananu B Poccun. B copre I'opaendopme
1857-6 u3 Kazaxcrana BeiBaneH amienb VRN-B1.m (menenuu 2 u 3 m.H. B mpomMoTope,
GB: KX139168), xoropslii Mano pacnpocTpaHeH B IMOJUILIOWIHOHN IIICHUIIE U paHee
UICHTU(UITMPOBAH TOJHKO B HEMHOTOYHMCICHHBIX oOpasmax Buaa 1. dicoccoides
(Shcherban et al. 2015; Muterko et al. 2016a). OctanbHble 00pa3Ibl TBEPAOH MIICHHUIIBI

XapakTepu30BaIHCh HHTAKTHBIM mpoMotropoM VRN-B1 (ammens VRN-BL.f).
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B mHacrosmiem uccienoBanuu Oblia ycraHoBlieHa cBs3b autenei Vrn-Ali u VRN-
B1l.S ¢ moHmkeHHeM YyBCTBUTENBHOCTH K sipoBu3anuu. B »toit cBszu copt GK Basa
Hecymuii aimiemu Vrn-Ali m VRN-BL.S Obul BbIpalieH B TEIUTMYHBIX YCIOBUSX Ha
yanuHeHHOM ¢oTtonepuoae (24 4 ocsemnieHue) u 0e3 spoBuzanuu. Bpems KojomieHus
JTAHHOTO cOpTa OBLIO Ha 3 JHS MO3Ke, 4eM y oOpasia rekcariongHon mimeHuisl (Pl
186391) ¢ amnenmem Vrn-Dla (Vrn-D1a/VRN-BL.f, dakynbraTHBHBIA THII Pa3BUTHS).
JanHoe HaOm0IeHNE MTOATBEPXKAAET MPEACKAa3bIBAEMYIO AaTy KOJIOIICHUS JIJIsi TeHOTHUIIA
Vrn-Ali/VRN-B1.s (Muterko et al. 2016a). OxgHako ciaeayeT OTMETUTh, YTO MPH JaHHBIX
YCIIOBUSAX  BBIpalIMBaHusi (OTCYTCTBHE TEMHOBOM ¢a3bl) HaOJIOJaeTcsl  CIBUT
COOTBETCTBYIOLIMX O3TaloOB pa3BUTHS (BBIXOA B TPYOKY U BpeMs KOJIOILIECHHUS)
npubau3uTenbHo Ha 70 mHEH. DTOT MO3JHOUBETYIINI (PEHOTHUII, MpeaCKa3bIBAEMbIN IS
coptoB T. durum ¢ ¢akyabTaTUBHBIM THIIOM Pa3BUTHS, OTKPHIBACT HOBBIC BO3MOXKHOCTH
B CEJIEKIIMU TBEpJoi mineHulbl. Tem He MeHee, TpeOyeTcs MpOoBEJeHUE TeHETUYECKOTO
aHamM3a JIs MOATBEP)KICHHUS BIUsSHUS MyTanumid B amutensx Vin-Ali u VRN-BL.s na
YyBCTBUTEIHLHOCTH K SIPOBU3AIMHU M BPEMS KOJIOIICHUS.

B pesynerare ananusa mepBoro mHTpoHa TeHa VRN-Bl meTomoM MymnbTHILIEKC
[TLP ¢ npaitmepamu Ex1/C/F, Intr1/B/R3 u Intr1/B/R4 ycraHoBi€HO, 4TO TOMUHAHTHbBIC
aienu VRN-B1, conmeprkamiue mpoTsDKEHHBIC JENCIMM B WHTpPOHE-1, mpeolnamzaroT B
coprax T. durum u3 Ykpaunsl, Poccun u Kazaxcrana, mpu 3TOM BO BCEX ITHX COpTax
uaeHtuumpoBan  amwtens Vrn-Blc (GB: KX139173). [anHbBI auiens Takke
obnapyxen B copre Firat 1 (Typmusi) u Medora (Kanama). Tonbko B OZHOM copTe
Avonlea (CIIIA) unentudunupoBan amwiens Vrn-Bla. AMIITMKOHBI, MOTy4YeHHBIE TPU
ananuze copra ['opaendopme 1857-6 murpuposanu uepe3 [TAAIL Gonee MemsieHHO, YeM
dbparments [1LP, xapakTepHsie Ay perieccuBHOro amwiens Vin-B1l. Oxanako sta pazauia
He Habro1anach npu eKTpodopese B arapo3HbIX refsx. B aToi cBs3u npeanonaraercs,
4TO HaOJI0/1aeMasi pa3HuIla B MOJIBIXKHOCTH aMIUIMKOHOB 00YCIOBIEHA TOJIMMOP(HU3MOM
B TIOCJIEJIOBATEIIbHOCTH A-TPaKTOB.

Panee, B Hacrosimedi pabote, mpu wuccieaoBanuud 21 oOpasma T. durum wus
pa3IMYHBIX CTpaH 3a HUcKmoueHueM Poccum, Ykpannsl n Kazaxcrana TOJIBKO B OJTHOM
oOpa3iie OblT HACHTU(UITUPOBAH JOMUHAHTHBIH ayutens reHa VRN-B1 (Vrn-Bla). B sroi
CBSI3W Ha TIEPBBIN B3I Ka)keTcs, uTo qomuHaHTHBIE aienn VRN-B1 He xapaktepHsl

st T. durum. OgHako B pe3ybTare pacuIMpeHHH BBIOOPKH T€HOTUIIOB U ITPHUBIICYCHHUS
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Marepuana U3 IpPYyrux reorpaguyecKux pPEernoHOB ObLIa BBISIBICHA BBICOKAs YacTOTA
BCTpedaeMocT ayuteiss VIn-B1C B copTax TBepJoi MINEHUIBI U3 YKpauHbl, Poccuu u
Kazaxcrana, 4ro pe3ko oTiamyaer X OT coproB T. durum wu3 apyrux crpad. [lo
CPaBHCHHIO C JAPYTMMH BHJIAMH TETPAILIOWAHOW TNIIEHHIBI, awieiab VIn-Blc Obui
oOHapyXeH Takke cpeau mnpezacraBurenei T. dicoccoides m T. dicoccum, HO He
nabmrogancs B T. polonicum, T. turgidum u T. carthlicum. Pacpocrpanenue amiens Vrn-
Blc cpemm coproB T. durum moxoxke Ha €ro paclpoCTpaHCHHE B COpPTaxX MSTKOW
nmenunsl (T. aestivum), rae on npeobiagaeT B coprax u3 crpan BocrouHoit EBponsl u
Poccun (Milec et al. 2013; Shcherban et al. 2012). Takoe pacnpeznencHue SBISETCS
pe3yIbTaTOM MPEABIAYIIAX OTOOPOB M, BEPOSTHO, CBUACTEILCTBYET O CEICKTHBHOM

npeumytecTBe ayens Vrn-B1lc B mmeHuIe u3 3Tux reorpauueckux peruoHoB.

3.6.2. UccnenoBanue rena VRN-B3 B coprax TBepnoii nimeHunbl

B npenpinymmx wcciaeqoBaHHSIX OBUIO HISHTH(UIIMPOBAHO HE MEHEE YEThIPEX
atenbHbIx BapuanToB reHa VRN-B3, 2 nomuuanTHbIX M 2 peneccuBHbIX (Yan et al.
2006; Chen et al. 2013; Derakhshan et al. 2013). /lomunanthbie amienn rena VRN-B3
BCTPECUAIOTCSI KpallHE pPEAKO W paHee BBIIBICHBI B HEMHOTOYHCICHHBIX COpPTax
rekcarionHou nenunbl Buaa T. aestivum (Yan et al. 2006; Zhang et al. 2008; Igbal et
al. 2011; Chen et al. 2013; Derakhshan et al. 2013). B aToii cBsI34, HEOKHIAHACTHIO
ctano ooHapyxenue amiens Vrn-B3a (GB: KX139171) B 28 coprax T. durum (Pucynoxk
27). Cpenu HuX mpeobiaganu copra u3 Ykpauusl (79 %), KpoMe TOro 5 COPTOB UMEH
Poccuiickoe mnpoucxoxiaenue U oauH copt u3 KaszaxcraHa. OTo M0O3BOJSAET
TIPE/ITIOJI0XKHUTh, YTO B HACTOSIIEE BpeMs YKpPaWHCKHMA My copToB T. durum sisisiercs

CaMbIM KPYITHBIM IT'CHCTUYCCKHUM UCTOUYHHUKOM aJIJICIIA Vrn-B3a s MHpPCE.
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Pucynok 27. Dnexkrpodopes B IIAAD' npoaykroB mynbruruiekc-ITLP ananmza
coproB T. durum c npaiimepamu FT-B-INS-F, VRN4-B-NOINS-F2 u VRN4-B-NOINS-
R (Muterko et al. 2016b). OG6Go3nauensl ¢parmentsr [IP, aerexkTupyromme

nomuHaHTHBIN VIn-B3a u peneccuBHbiii VIN-B3 amenu. M — mapkep mauns JTHK.

Annens Vrn-B3a uaeHTHdHIIMpPOBaH TONBKO B KOMOHWHAIIMKA C JIOMHHAHTHBIMH
amrensvu rena VRN-AL (25%) wnm, gaiine, B KOMOMHAIIMU C JOMHUHAHTHBIMH aJUICISAMU
oo6oux reroB VRN1 (75%). Kpome Toro, mojiyueHHbIC JaHHBIC CBHUACTEILCTBYIOT O TOM,
9TO, B OTJIWYHE OT CYIIECTBYIOIIETO B HACTOSIIEE BpeMs MPEINOJIIOKEHUS O
MPOUCXOKACHUU JOMUHAHTHBIX annenei reHa VRN-B3, nomunanTHeiil amens Vrn-B3a

nMeet 0oJiee paHEC ITPOUCXOKACHHUC B TeTpaHHOHﬂHOﬁ IIMECHUILC, a HE B FCKC&HHOHﬂHOﬁ.

3.6.3. Anaau3 komOunanum ajieneit VRN B coprax T. durum u3 pa3sHbIX IEHTPOB

KYJbTUBHPOBAHUS

Hepapxudeckuil KiacTepHbI aHalU3 AETAbHO NPEJCTaBIEH Ha pHUCYHKe 28 u

0000111eH B TaOMHIIE 7.
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Pucynox 28. IlpsmoyrompHas KiagorpaMma, oOTOOpakaromias pe3ysbTar
MOCJIeIOBATEILHON HEPapXUUCSCKOM KiacTepusanuu coptoB T. durum mo resam VRN, B

MOpsIZIKE, XapakTepusyrolleM ux BiusHue Ha cpoku kojoimenus (VRN-A1 > VRN-B1 >
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VRN-B3) (Muterko et al. 2016b). Kaxnapiii y3en comepkut uHGOpMaIHO 00 alIeIbHOM
BapHaHTe COOTBeTCTByoImero reHa VRN, kommuecTBe COPTOB HECYIIMX KOMOHWHAIIUIO
aienedt VRN, chopmupoBaHHy0 U3 Y3JI0B NPEIbIAYIIMX MOPSIAKOB JTaHHOW BETBU, a
TaKXKe MPOIEHTHYIO JOJI0 3TUX COPTOB W3 OOIIEro 4Yucia COPTOB, COJCPIKAIINX
OJTHOMMEHHBIN aiienb. B y3max mocneaHero sipyca IMpeiCcTaBiIeHBI MOPSIKOBBIE HOMEpPA

COPTOB COINTIaCHO UX IICPCUYHIO B IIPUJIOKCHUN 15.

KiagorpamMmma WILTIOCTPHPYET pe3yabTaT KiacTepusanuu coptoB 1. durum B
CcOOTBeTCTBUU ¢ aienbHbIM coctaBoM TreHoB VRN. Kpome Ttoro, ans kaxkmoro ysna
npeacTaBieHa HHPOpMaLKs O KOJIMYECTBE COPTOB, HECYInX kKomOuHaiuoo reHoB VRN,
c(hOopMHUPOBAHHYIO U3 aJUIEJeH MPeAbIIyIIUX MOPSAKOB JAHHON BETBU U (hpaKlUU COPTOB
C IaHHOW KOMOWHAIIUEeW OTHOCHUTENIBHO BCEX COPTOB, 00JIAIAlONINX ajliesieM U3 JaHHOTO
y3na. K mpumepy, nomuHaHTHBIN aisens ViN-B3a npeacTasien B mecTu KOMOMHAIMX,
mpu 3ToM 67.9 % COpPTOB C NaHHBIM aJlielieM XapaKTepHU3YIoTcs KomOuHaiumen Vrn-
Alc/Vrn-B1c/VRN-B1.f/Vrn-B3a (mommuHanTHBl 1o BceM TpeM reHam  VRN).
CoOOTBETCTBEHHO, B Yy3JlaX TIOCIEAHETO TOpsAAKa TMpeACTaBieHa HHPOpMaAIUsi O
KOJIMYECTBE COPTOB ¢ JaHHOU koMOuHanuen amieneir VRN u ux gois B BBIOOpKE COPTOB
T. durum u3 koHKpeTHOrO reorpa)uyecKOro peruoHa (CTpaHsbl).

Bcero naentudunuposano 22 amienbHbix komOuHanuii reHoB VRN (Ta6muna 7).
Haubonee pacnpocTpaHeHHBIMH KOMOMHAIMSMU BHE 3aBUCHMOCTH OT MPOUCXOXKIICHUS
copToB, sBistoTcs komOumHanuu Vrn-Alc/VRN-BL.fivrn-Bl/vrn-B3 u Vrn-Alb.6/VRN-
B1.f/vrn-B1/vrn-B3, T.e. mpeobiiagaroT copTa comepsKaiine ToJIbKO JOMUHAHTHBIN ajlieib

onuoro rera Vrn-Al (Vrn-Alc wim Vrn-Alb).

Ta6auua 7. Komounanuu anneneii renoB VRN B coprax T. durum us pa3inyHbIx

HCHTPOB KYJIbTHUBUPOBAHHA.

KomOnnanum anneneid  Yuciao Yacrora BcTpeuaemoctu (%)

VRN coproB Amep EBpo Pocc VYkpa Kaszax Ocrans

HKAa na usi HHA CTaH Hble

Vrn-Alc/VRN-BL.f/Vrn- 5 95
Blc/Vrn-B3a 19
Vrn-Alc/VRN-BL1.f/lvrn- 27 18 20 17 10 7
B1l/vrn-B3 41
vrn-A1l/VRN-B1.f/vrn- 100

B1/vrn-B3 8



KomoOunanum ajuieneid  Ywucio Yacrtora BcTpeuaemoctu (%)

VRN coproB  Amep EBpo Pocc VYkpa Kazax Ocrans

HKa mnma 761 NHAa CTaH HBbIC

Vrn-Alc/VRN-B1.f/vrn- 33 67
B1/Vrn-B3a 3
Vrn-Alb.6/VRN- 100
B1.f/Vrn-B1c/Vrn-B3a 1
Vrn-Alb.6/VRN- 11 11 45 11 22
B1.f/vrn-B1/vrn-B3 9
Vrn-Alc/VRN-B1.f/Vrn- 26 37 37
Blc/vrn-B3 16
vrn-Alb.3/VRN- 100
B1.f/vrn-B1/vrn-B3 1
Vrn-Alb.6/VRN- 50 50
B1.f/ivrn-B1/Vrn-B3a 2
Vrn-Alc/VRN-B1.s/vrn- 14 58 14 14
B1/vrn-B3 7
Vrn-Ali/VRN-B1.s/vrn- 50 50
B1/vrn-B3 2
Vrn-Alb.1/VRN- 100
B1l.s/vrn-B1/vrn-B3 1
Vrn-Ala.1/VRN- 100
B1.f/vrn-B1/Vrn-B3a 2
vrn-A1/VRN-B1.s/vrn- 33 67
B1/vrn-B3 3
Vrn-Alb.1/VRN- 67 33
B1.f/vrn-B1/vrn-B3 3
Vrn-Ali/VRN-B1.f/lvrn- 100
B1/vrn-B3 1
Vrn-Ala.1l/VRN- 100
B1.f/Vrn-Blc/vrn-B3 2
Vrn-Alb.6/VRN- 14 72 14
B1.f/Vrn-Blc/vrn-B3 7
Vrn-Ala.1l/VRN- 100
B1.f/vrn-B1/vrn-B3 3
Vrn-Ala.1/VRN- 100
B1.f/Vrn-B1c/Vrn-B3a 1
Vrn-Alc/VRN-B1.f/Vrn- 100
Bla/vrn-B3 1
Vrn-Alb.6/VRN- 100
B1l.m/vrn-B1/vrn-B3 1

Tpu xomObunauuu anneneit VRN Obutn cien@UUHBIMU JUIsI COPTOB U3 Y KpauHBI:

(1) Bce Tpu rena VRN nomuHaHTHBIC, (2) copT, Hecymwmii VIN-Alb.3 u (3) o3umsie copTa

(Bce 3 rtena VRN peneccusnbie). Xors 4 xkomOuHamuu anneneidr VRN  Obimu

crienuPpUIHBIMUA JJISI COPTOB TBEPAOW MIIEHUIBI U3 Poccuu, Bce OHM coAeprKaT alljieib
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Vrn-Ala, koropblii HIEHTU(ULUHUPOBAH HCKIIOUYUTEIBHO B COpTax M3 JIAHHOTO
reorpaduyeckoro pernoHa. Kpome Toro, oTIMYuTEILHBIMH OCOOCHHOCTSMH COPTOB 1.
durum w3 maHHBIX CTpaH SBJISIOTCS BBICOKas vacTtoTa amwiens Vrn-BlC u Hamuuwme
mureaHo-goMuHaHTHEIX 10 VRN-A1l u VRN-B1l renorunoB. Boinbiioe KoauyecTBO
YKpPauHCKHX cOpToB coxaepkar momuHanTHeie amienu VRN-Al, VRN-B1 u VRN-B3
OJTHOBPEMEHHO (TpUTe€HHO-IOMHHAHTHBIC). Kak M3BECTHO ajuIeTbHBIC YAaCTOTHI SIBJSIOTCS
pEe3yAbTATOM MPEABIIYIINX OTOOPOB B XOJA€ CeleKIUHU. B 3TON CBSI3M, BEPOSITHO, UTO
MPUCYTCTBUE TpeX JOMHUHAHTHBIX amieneil reHoB VRN B ykpamHCKHX copTax,
crocoOcTByrOIIIee 0OoJiee paHHEMY KOJIOIIEHUIO, SBISETCS BaXHOM pPETHOHATBLHOMN
ajanTaiuen, KOTopasl MO3BOJISIET M30€XaTh BIMSHUS BBICOKHUX JICTHHX TEMIIEpaTyp M

IOpaKCHUA (bI/ITOHaTOFeHaMI/I.
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3AKVIIOYEHUE

HccnenoBanuss  MOJIEKYJISIPHO-TEHETUUYECKOM  IETEPMHMHALIMM W aJalTHUBHBIX
peakuuii CUCTEMBbl TE€HOB, BOBJIEYEHHBIX B KOHTPOJb THUIA PA3BUTUS U BPEMEHHU
KOJIOUIEHUS MIIEHUIbl, UIPAlOT BaXXHYIO pPOJIb B PEIICHUM MHOTUX TEOPETUYECKUX H
OPUKIAJHBIX 3aJad TeHEeTUKU U ceinekuud. CoOBpEMEHHbIE MPEACTaBICHUS O
MOJIEKYJISIDHO-TEHETUYECKAX ~ MEXaHU3MaxX, pErylIMpyloUMX JaHHbIE  IPOLECCHI,
MO3BOJISIIOT O0JIee YETKO IMOHSATh B3aMMOJICHCTBHUE MEXAY KIHOYEBBIMH KOMIIOHEHTaMU
cucteMbl U Oojiee OOCTOSTENIbHO OOBSCHUTh MX BIHAHHUE HA KOJMYECTBEHHbBIE U
KaueCTBEHHBIE I10KA3aTEJIN arPOHOMHUYECKH LIEHHBIX ITPU3HAKOB.

Cnabo OKynbTYpEeHHBIE BBl MOJUIJIONIHON MIIEHUIIbI, IMEHHO Oyiarosapsi 3Tou
CBOEH 0COOEHHOCTH, XapaKTepHu3yrloTcs OoJiee MIMPOKUM aUIeIbHBIM pazHOOOpasueM U
HAaOOpOM TMPHUPOAHBIX (E€CTECTBEHHBIX) MYTAHTOB [0 MHOTMM T€HaM, 4YeM Oolee
NOMYJISIPHBIE B KYJIBTUBUPOBAHWU BUABI, IOCKOJIBKY B 3HAUMTEJIBHO MEHBIIEH CTENEHU
WIM Yallle BCEr0 BOBCE HE IOJBEPKEHBbI CENEKIUU M JUHeapuszaluu. B 310l cBs3w,
BBISIBJIEHME HOBBIX MCTOYHMKOB mnonumopdusma reHoB VRN u PPD1 cpenun
€CTECTBEHHBIX MYTAHTOB TETPAIIOMIHON M T'€KCAIUIOMAHON MIIEHUIBI MOXKET SIBIISITHCS
aKTyaJIbHbIM HHCTPYMEHTOM TIOMCKa HOBBIX ajuienedl i (QyHIaMEeHTalbHBIX
MCCJIEIOBAHU, a TAK)KE UX MOCIENYIOLErO BHEAPEHMS B IPAKTHUECKYIO CEIEKIHUIO.

B xome mpoBeneHus HCClIENOBaHMM TI0O TeME JUCCEPTAIMOHHOW pPaboOThI
IPOAHAIU3UPOBAH  TEHETUYECKUMH  MaTepual  IpPEJCTAaBUTENEH  IIeCTH  BHJIOB
TETPAIIONIHONM M IIECTH BHUJIOB TEKCAIUIOMTHOW MIIEHUIBI IO aIeJbHOMY COCTaBY
IEHOB, OMNPENENSIONIMX YYBCTBUTEIBLHOCTh MIIEHUIbI K SIPOBU3ALMU U (OTONEPHOLY.
HccnenoBan mnoauMoppu3M  pPEryiasSTOPHBIX Y4acTKOB 3TUX TeHOB. bmaromaps
NPUBJICYEHUIO B HCCJIEIOBAaHWE BHJOB MIIEHUIbI, UMEIOUMX OrPaHUYEHHBIN apeasn
BO3JICNIBIBAHNUS, yaJoCch UAeHTUGUIIMPOBaTh HOBbIe BapuaHThl reHoB VRN u PPDI, a
TaKK€ YTOYHHUTHh CYUIECTBYIOIIME IMPEACTaBlIeHUs 00 HUX CTPYKType, JIOKaJu3aluu
PETYJISATOPHBIX YYaCTKOB, INPOMCXOXKIEHWHW M PAaCIpPOCTPAHEHHOCTH MX aJUIEJIBHBIX
BapUaHTOB B Pa3JIMYHBIX BUAAX TETPAIJIOUIHON U IeKCaIJIOUIHOM MIIEHULIBI.

Pematoniee 3HaueHue B HCCIENOBaHUM NONMUMOpPGU3MA, AUCKPUMHUHAIMH
ramioTUNOB WM WACHTH(MKAIMKM HOBBIX aJuleliell aHaIM3UpyeMbIX TEHOB HMena

mMonysitus kpuBu3Hbl Mosiekyn JIHK. Tak, monumop¢u3m Ha yyacTke MpoMOTOpa reHOB
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VRN1 u PPD1 accouunpoBaH ¢ u3MEHEHHEM KpUBHU3HBI U ruOkocth Monekyisl JTHK,
perucTpanusi KOTOPOro cTajda OCHOBaHHMEM [UIsl JalbHEWIEro aHaiu3a IMepBUYHON
CTPYKTYpPBI U, KaK CIEJICTBHUE, UACHTU(UKAUU HOBBIX ajlieied M TrarjioTUIIOB T'€HOB
VRN-A1l, VRN-B1, VRN-D1 u PPD-Al. Kpome TOro, MMEHHO HM3MEHCHHE KPHUBH3HBI
JIHK, oOycnoBieHHoe mnonuMoppu3MoM A-TpakToB, OBLIO B3STO 3a OCHOBY s
pa3zpaboTku ocoboro tumna kogoMuHaHTHBIX JIHK-MapkepoB /i AeTEKIIMU pa3IudHbIX
aljened W ramwioTunoB. B Xode wucciaeaoBaHHMA MONIMMOPPU3MA  KOAUPYIOLIEH
nocienoBarenbHocTd reHa VRN-ALl, naHHple Mapkepbl IO3BOJUIM B XOAC OJHOMU
peakluyd KayeCTBEHHO Pa3NIMYHUTh aJbTEPHATUBHBIC BApPHAHTHI MEPBUYHON CTPYKTYpPHI
AK30HOB 4 U 7, TpeACTaBICHHBIE B Pa3MUYHBIX KOMHSIX oJHOro reHa. [IpemnoskeHHbie
JIHK-Mapkepsl TO3BOJIAIOT CYIIECTBEHHO COKOHOMHUTH BpeMs aHaIHM3a, KOJIMYECTBO
PEaKTUBOB, a TaK)Ke M30eXaTh MPUMEHEHHUS TOPOTOCTOSAIIUX W HE BCEr/a JOCTYIHBIX
IpoLEyp, YTO OCOOEHHO Ba)XXHO JJIsi TMPOBENEHHUS OBICTPOTO CKPUHUHTA OOJBIIMX
KOJUIEKIIMI T€HETUYECKOT0 MaTepHaa.

B pesynbrate aHanmmza peryiasTOPHBIX oOnacTeid W (PYHKIIMOHAIBHBIX YYaCTKOB
reHoB VRN1 u PPD1 B monumuionHo# mineHuIie ObUTH OMpeIeIeHbI BUIbI, SBIISIOITHAECS
Han0oJiee TMEepPCIEeKTUBHBIMUA HMCTOYHUKAMH MOJUMOPPHU3Ma HMHTEPECYIONINX YYaCTKOB.
Hampumep, nmomumopdusm derBeproro u ceapmoro 3k30HOB reHa VRN-ALl BrwisBiieH
UCKIIIOUMTEIbHO B TEKCAIUIOMJHOW TIIEHUIIe, TOTrAa Kak MmoauMopdpu3M o0JacTu
npomotopa rena PPD-B1, nanpoTus, cuiibHee BbIpaKEH B TETPAIUIOUIHBIX BUaax. To xe
KacaeTcs U pacrpezeneHus amienbHoro paznooodpasust renoB VRN u PPD1 B paznuunbix
BUJIaX IILIEHULIBI OJTHON U Pa3HOU MIOUIHOCTH.

YcTaHOBJIGHHBIE B HACTOAIIEM MCCIEAOBAHMM ACCOLMAIMUA MEX]y TaruIOTHIIaMH
sKk30Ha-4 u 3k30Ha-7 reHa VRN-AL no3Bonuian BOCCTaHOBUTH MPEAIONaraeMblii HOpsI0K
JUBEPreHIIMA T€HOTHUIIOB C PA3JIMYHBIM UYKCIOM KOIMHM 3TOTO I'€Ha B XOJE 3BOJIOLUH
MIIIEHUIIBI, & TaKXE YCTAHOBUTH (UIETUUYECKHUE JIMHUM MJis Pa3IMYHBIX KOMOWHAIUH
JAHHBIX TAIJIOTUIIOB.

[TockonpKy moONaBlIeHHE MOTPEOHOCTH B SIPOBH3ALMM SIBIISICTCS JIOMHUHAHTHBIM
NPU3HAKOM, TO Tpu HIAeHTH(HKarmu HOBbIX BapuaHToB TeHoB VRN1 mmum VRN3 B
oOpasiax ¢ spoBbIM WIH (aKyITbTATUBHBIM TUIIOM Pa3BUTHS, BHE3AaBUCUMOCTH OT TOTO, B
CKOJIBKMX SIPOBBIX OOpasilax OHM OBLIN JETCKTUPOBAHBI (HACKOJIBKO CHUJIBLHOU SIBISIETCS

accomuanuss MCEXAy HNPpUCYTCTBUECM JAaHHOTO alICid W OTCYTCTBHCM HOTpe6HOCTI/I B
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SPOBHU3AIMM), MBI HE MOXXEM YyTBEpPKIaTh, YTO CHH)KCHHE YYBCTBUTCIBHOCTH K
SpOBU3AIIMN OOYCIIOBJIGHO MMEHHO MPHUCYTCTBHEM JTOTO HOBOTO ayliejsl, MOCKOJbKY
NPOSIBIICHUE JaHHOTO TpHU3HAKa MOXKET OBITh OINPEACIICHO BIUSHUEM HEaUICIbHBIX
reHoB. OJIHaKO, JOCTATOYHO XOTA OBl OJHOTO O3UMOTO oOpasma, HECYIIEero HOBBIU
ammenb VRN wimm VRN3 aiist Toro, 9ToOBI ¢ BBICOKOM BEPOSITHOCTBIO TIPEIITOJIAraTh, 9YTO
JTAHHBIN ajuiellb HE CHIKACT YYBCTBUTEILHOCTH K SIPOBH3AIIUU (SIBISETCS PEIIECCUBHBIM).
K aHaOrM4HBIM YMO3aKIIFOUCHUSIM MOYKHO TIPHATH, PACCMATPUBAst CBSI3b JJOMUHAHTHBIX
U perneccuBHBIX amienedd reHoB PPD1 ¢ 4yBCTBUTENBHOCTBIO MINCHHIBI K
MIPOJIOJKUTEIIBHOCTH CBETOBOTO MEpHUOJa CYyTOK. MaeHTH(UIIMpOBaHHBIC B HACTOSIIEM
UCClieZIoBaHUU HOBbIe pereccuBHble autenu reHa VRN-AL (vrn-Alb.3, vrn-Alb.4) wu
PPD-Al BbIsSIBJICHBI HCKIIOYUTEIHPHO B o00paslax C peleCCHBHBIM MPOSBICHUEM
npusHaka (MOTpeOHOCTh B SPOBU3ALMK U BBICOKAs YYBCTBUTEIBHOCTH K (hOTOIEPHOTY,
COOTBETCTBEHHO). HOBBIE, MpeanonokuTeIbH0 JoMHHAHTHBIC ayutenn Vrn-Alk, Vrn-D1s
u Ppd-Ala.4 oka3pIBalOT 3HAYUTEIHLHOC BJIMSHHE Ha MPOSBICHHE COOTBETCTBYIOIIETO
JOMHUHAHTHOTO TpH3HaKa (OTCYTCTBHE TIOTPEOHOCTH B SPOBHU3AIMA M  HHU3Kas
qyBCTBUTEIBLHOCT, K (oromepuony). Ilpm »dToM BhIIETIEpEUHCIICHHBIE —aJUICTH
UACHTH(PUIIMPOBAHEI B 00paslax, peIecCUBHBIX TI0 BCEM MaXOPHBIM TCHAM,
ONPENICIISIIONIMM TIPOSIBJICHUE JTAHHOTO IpU3HAKa. B 3TON CBA3M, XOTS T€HETUYECKUU
aQHAJIH3 SBIIACTCS JKEJIATSIIBHBIM ISl TIOITBEPKACHHS ACCOIMAIIMHA MEXK]Ty TTPUCYTCTBUEM
stux HOBBIX amiened reHoB VRN-Al u PPD-Al u nposBieHHEM COOTBETCTBYIOIIUX
JIOMHHAHTHBIX MPU3HAKOB, TEM HE MEHEE, HAJIMYME B JIAHHBIX 00pa3IiaX TUIIOTCTHUYCCKIX
I'CHOB, HEAJUICTbHBIX M3BECTHBIM Ma)KOPHBIM I'€HaM, HO C COTIOCTABUMBIM BIIMSTHUEM Ha
OT3BIBYMBOCTH TIICHUIIBI K SPOBU3AIMH M (POTONMEPHOMY, COOTBETCTBEHHO, KaMKETCS
MaoBepOSITHBIM. OJHAKO TEHETHYCCKUH aHaim3, OE3yCIOBHO, HEOOXOaUM IS
MOJATBEPKACHUS accouuanuu amtened Vrn-Ali ¥ BapMaHTOB IOCIIEIOBATCIBHOCTH
npomoTtopa rena VRN-B1 co cHmkeHreM 4yBCTBUTENBHOCTH K SIPOBH3AIIUH, TTOCKOJIBKY,
BEpOATHO, 3(PQeKT, KOTOPBI OHM OKa3bIBAIOT HA TMPOSBICHHE JIaHHOTO TPU3HAKA
(MOTpeOHOCTh B SIPOBH3AIMH) SBJISETCS HAMHOTO MCHBIIMM, YeM Y H3BECTHBIX
moMuHaHTHEIX ajneiaed reHoB VRN1. Tem He mMeHee, HMEHHO JaHHOE OOCTOSTEIHLCTBO
OTKPBIBAC€T TEPCINEKTHBY WCIOIB30BAaHUS JOTHUX ajlieleld B KadyeCTBE TOHKOTO
WHCTPYMEHTA JUISi HACTPOWKHM TCHOTHIIA B COOTBETCTBHM C KOHKPETHBIMHU 3ajadyaMu

CCJICKIINU.
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Hacrosimiee wucciemoBanue  IMOKa3bIBaeT, KaK  HCIIOJIB30BaHUE TreHO(OHIA
JTUKOPACTYIIMX M BHJOB TI'EKCAIUIOMJIHON M TETPAIUIOWTHOW TIICHHUIIBI HMEIOIINX
OTPaHWYCHHBIN apeajd BO3JCIBIBAHUS OTKPHIBAET IIMPOKHWE BO3MOXKHOCTH IS
BBISIBIICHHSI HOBBIX aJUICNIBHBIX BapuaHTOB M ramtoTunoB reHoB VRN u PPD1, kotopsie
MOTYT OBITh IOJIC3HBIMH KaK B 00JlacTH (PyHIaMEHTAIBHBIX UCCIICIOBAHUN CTPYKTYPHI,
GYHKIIMM W SBOJIONMHM TaK M O0JaJal0T 3HAYUTCIIBHBIM ITOTCHIIMAIOM B 0OJACTH
NPAKTUYECKOW  CENEKIMH, TA¢ MOTyT OBITh  HCIOJB30BAaHBI IS  CO3JaHUS

BBICOKOIIPOAYKTUBHBIX U BLICOKOKAUCCTBCHHBIX COPTOB.
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BbIBO/IbI

1. OntumuzupoBan [IlIP-ananu3, HampaBlieHHBIM Ha HCCIEAOBaHUE MOIUMOphU3IMaA
perymnsatopasix paiioHoB reHoB VRN1 u PPD-Bl, a taxxke TpaHCKpuOHpyemoro
ydacTka 9K30H-3 — 3k30H-7 reHa VRN-ALl. PaspaGotansl nuarnoctudeckue JIHK-
MapKepsl K ayuielbHbIM BapuaHTaMm u ramoturnaMm reHoB VRN1, VRN-B3, VRN-D4,
PPD-Al1 u PPD-B1. Iloka3ano, yto aHanmu3 kpuBW3HBI Moyekynbl JIHK, sBisercs
3Q(EeKTUBHBIM HMHCTPYMEHTOM HCCJIEAOBAHMS MOIUMOp(dU3MA HHTEPECYIOLIUX
YYaCTKOB T€HOMA NIPU CKPUHUHTE OOJIBIINX KOJUIEKIIMHA T€HETHYECKOTO MaTepuaia, a
TaK)Ke MOKET OBITh OCHOBOM Jis pa3zpaboTku kogomuHanTHbIX JIHK-mapkepos.

2. YTOYHEHBI TPaHUIBl KPUTHYECKOTO PETYIATOPHOTO yYacTKa B OOJIACTH MPOMOTOpA
renoB PPD1. Onpezenensl 0OCHOBHBIE TalIOTHUITBI IO y4acTKy npomoropa PPD-47 u
PPD-Bl. MWnentudunmpoBan HOBeIM amiens reHa PPD-Al  (Ppd-Ala.d),
ACCOLIMMPOBAHHBIN C U3BMEHEHUEM YyBCTBUTEIBHOCTH K (DOTOMEPHOTY.

3. Unentudunuposansl Hynb-ajuienbHbie BapuanThl TeHoB ZCCT1 (VRN2) B A, Bu D
T€HOMaXx B Pa3JUYHBIX BUAAX MOJIATIIOWTHON MIIICHUIIBI, B PA3JIMYHBIX KOMOWHAIIHSX.
OTMmedeHa BBICOKAsl 4acTOTa BCTpeuaeMOCTH AoMuHaHTHOTO auiens reHa VRN-B3 B
copTax TBEpJOM MIIEHUIbI U3 YKpanuHbsl U Poccuu.

4. Unentudunumposano 13 HoBBIX mosimMopdHbIX BapranToB renoB VRN-AL (Vrn-Ala.2,
Vrn-Alb.2-b.6, Vrn-Ali, Vrn-Alk, Vrn-Alj), VRN-B1 (VRN-B1m, VRN-B1s) u VRN-
D1 (Hap-8T, Vrn-D1s), accoumupoBaHHBIX C W3MCHCHHEM IOTPEOHOCTH B
SPOBU3AIMA U CPOKOB KOJIONICHUS IIICHUIBI. YTOYHCHBI TPAHUIIBI KPUTHYCCKUX
PEryIsTOPHBIX YY4acTKOB B 00JacTH mpomMoTopa M neporo uHTpoHa reHoB VRNLI.
[ToxazaHo, 9TO OJHOHYKJICOTHIHBIE MyTaIluu B moclieqoBaTeabHOCTH VRN-O0KCa, B
001acTH MPOMOTOPA ITUX TEHOB, MOAYJIUPYIOT MOTPEOHOCTH MIIICHUIIBI B IPOBU3AIIH
U Cpoku KojomeHuss. OTMedeHsl crienupuyeckue komOuHaruu aeneit reaos VRNL,
OTJIMYAIONINE COpPTa TBepAOW mieHunbl u3 Poccum, Ykpamnelr um Kaszaxcrana ot
coproB T. durum u3 apyrux crpas.

5. OmpezeneHbl OCHOBHBIE TaIJIOTUIIBI TPAHCKPUOUPYEMO# 00JacTH 3K30H-3 — SK30H-7
reHa VRN-Al. Vcranosneno, yto momumopdusm 3kx30Ha-4 VRN-ALl naGmromaercs
UCKJTIOYUTENIPHO B TEKCATUIOUIHOMN IMIIEHUIE U aCCOIMUPOBAH C MYTAHTHBIM THIIOM

3K30Ha'7, a TaK)XKC HATMIYUEM HEC MCHEC JIBYX KONUM 3TOT0 I'eHa B TEHOME.
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6. OxapakTepu30BaHbl BHJBl T'EKCAIIOWIHON W TETPAIUIOWTHOW WIICHHUIIBI KakK

MEePCIEKTUBHBIC UICTOYHUKHN HOBBIX ajijienei u ramtotumnoB reHoB VRN u PPD1.
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IMpunaoxenue 1. [ITapameTpsl npaiiMepoB NCNOJb3yeMbIX AJs1 mpoBeaenust [TIP-

anaan3a reioB VRN u PPD1 nmenunnI

IIpaiimep  IlociaenoBaresbHoct PaspaGor Temmepa Ammim Aesb Pazme
b npaiimepa YUK Typa buumpy WIH p
(5'-3") npaiiMep  OTKHTra empiii  Famgorunm I[P
a (°C) y4acTo dparm
K CHTAa
(m.n.)
VRN1AF gaaaggaaaaattctgctcg  Yan et al. 58 VRN-A1 vrn-Al 713
VRN1- gcaggaaatcgaaatcgaa (20042) HpOMOT — \/rn-Ala.l 944
INTIR g op
Vrn-Ala.2 924,
944
Vrn-Ala.3 765
Vrn-Albl- 691
b6
Vrn-Ald 685
Vrn-Ale 659
Vrn-Alf 658
Vrn-Ali 713
Vrn-Alj 659,
713
Vrn-Alk 755
vrn-A"1 705
Vrn-A"1g 681
Vrn-A"l1a 671
vrn-A"1b 656
Vrn-Al- ccgtcgaaaggatcgetact  Muterko 60 VRN-A1 vrn-Al 541
intr_F g et al. UHTPOH-
Vrn-Al- cttgtcccecgtgagetacttac (2016) 1
intr R1
Ex1/C/F gttctccaccgagtcatggt Fu et al. 56 VRN-A1  Vrn-Alc 522
(2005) uHTpoH-  (Langdon)
Intrl/A/R3 aagtaagacaacacgaatgt 1 Vrn-Alc 2188
gaga (IL369)
Ex4F2m3 ttgttccttectgtcccaacc Eagles et 60 VRN- Ex4(CIT) 389
al. (2011) Al/
(Momuduk VRN-D4
arus) DK30H-3-
Ex4R ctttgctgaacttctctge 4 Ex4C.f 387
Ex4FA ttcacctctagcctaccccaa Mytepko 58 VRN- Ex4(CIT) 523
C u np, 2017 Al/
Ex4R ctttgctgaacttctctge VRN-D4 Ex4C.f 521
9K30H-3-
4
Ex4F2m3 ttgttccttcctgtcccaacc Mytepko 59 VRN-D4  VRN-D4 265
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IMpaiimep  I[MocaenoBareabHoct Paspabor Temmepa Ammuim AJiesb Pazme
b IpaiiMepa YUK Typa punupy WIH p
(5'-39) npaiiMep  OTKHIra empiii.  Iangorun  ITI[P
a (°C) y4acrto ¢pparm
K C€HTAa
(m.H.)
u ap, 2017 9K30H-3-
V4/R2m3 ccagttgctgcaactccagg 4
Ex4outV4F2  cctgtcccacccaaagttact  Mytepko 57 VRN-A1  Ex4(CIT) 380
m3 a u ap, 2017 3K30H-3-
Ex4R ctttgctgaacttctctge 4 Ex4C.f 378
Ex4F2m3 ttgttccttcctgtceccaacc MyTepko 58 VRN- Ex4C.sph 592
u ap, 2017 Al/
Ex4AR245m gaccagttcgaataccgaag VRN-D4 Ex4C.f 588
3 aa 9K30H-3-
5 Ex4C.m/ 591
Ex4T
Ex4C.s 590
Ex4outV4F2  cctgtcccacccaaagttact  Myrtepko 57 VRN-A1  Ex4C.sph 583
m3 a u ap, 2017 DK30H-3-
Ex4AR245m gaccagttcgaataccgaag 5 Ex4C.f 579
3 aa
Ex4C.m/ 582
Ex4T
Ex4C.s 581
Prl tacccctgctaccagtgect  Shcherban 58 VRN-B1 VRN-BLf 968
Pr2 ggccaaccctacaccccaa etal. 2012 Hpggm VRN-B1.s 958
g
VRN-B1.m 965
Ex1/C/F gttctccaccgagtcatggt Fu et al. 58 VRN-B1  Vrn-Bla 1091
Intrl/B/R3 ctcatgccaaaaattgaagat 2005 HHTEOH' Vrn-Blb 1055
ga
Vrn-Blc 705
Ex1/C/F gttctccaccgagtcatggt Fu et al. 60 VRN-B1 vrn-B1 1531
Intrl/B/R4 caaatgaaaaggaatgaga (2005) HHTEOH'
gca
VRN1DF cgacccgggeggeacgagt  Yan et al. 61 VRN-D1 VRN- 1012 -
g 2004a npomotr  D1(Hap- 1020
op 7T/Hap-
8T)
VRN1- gcaggaaatcgaaatcgaa 61
INT1R g
Intrl/D/F gttgtctgcctcatcaaatcc Fu et al. 64 VRN-D1 vrn-D1 997
2005 WHTPOH-
1
Intrl/D/R4 aaatgaaaaggaacgagag 64 Vrn-D1s 1841

cg
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IMpaiimep  I[MocaenoBareabHoct Paspabor Temmepa Ammuim AJiesb Pazme
b IpaiiMepa YUK Typa punupy WIH p
(5'-39) npaiiMep  OTKHIra empiii.  Iangorun  ITI[P
a (°C) y4acrto ¢pparm
K C€HTAa
(m.H.)
Intrl/D/F gttgtctgcctcatcaaatcc Fu et al. 64 VRN-D1 Vrn-Dla 1671
Intrl/D/R3 ggtcactggtggtctgtge 2005 64 HHTIfOH'
FT-B-INS-F  cataatgccaagccggtgag — Yan et al. 61 VRN-B3  Vrn-B3a 1765
tac 2006 MIPOMOT
VRN4-B- ctatccctaccggccattag op
NOINS-R
VRN4-B- gctgtgtgatcttgetctce Yan et al. 61 VRN-B3 vrn-B3 691
NOINS-F2 2006 MIPOMOT
VRN4-B- ctatccctaccggcecattag op
NOINS-R
V2ABD-F1  gaaagaaatcaacgatggat Zhuetal. 60 ZCCTl1 ZCCT-B1 294
c 2011 MIPOMOT
V2ABD-R2  actgctagctagctccaagg op ZCCT-Al 302
ZCCT-D1 320
durum_Ag5d cgtcacccatgcactctgtt Wilhelm 56 PPD-A1  Ppd-Alb 452
el_F2 et al. 2009 IPOMOT
durum_Ag5d ctggctccaagaggaaacac op Ppd-A™1b 456
el_R2
Ppd-AlproF  gtgtcgcacggattttgctc Muterko 56 PPD-Al Ppd-Ala.l 405
et al. 2015 IPOMOT
durum_Ag5d ctggctccaagaggaaacac  Wilhelm op Ppd-Ala.2 463
el R2 et al. 2009
Ppd-Ala.3 372
Ppd-Ala.4 806
TaPpd- acactagggctggtcgaaga Seki et al. 64 PPD-B1
BlproFl 2011 IPOMOT
TaPpd- ccgagccagtgcaaattaac op
BlintlR1
TaPpd- cagctcctcegtttgettcc Takenaka 64 PPD-B1
BlproinFl etal. 2012 IPOMOT
206bp_del_2  cctgactccaagaggaaaca op
5 R1 tg
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[Mpuioxenue 2. Bausinue yciaoBuii npoBeaeHusi djeKTpodopesa B
MOJIMAKPUJIAMHUIHBIX TeJisiX, HA 3(PPeKTUBHOCTH TUCKPUMUHAIUT
HAeHTH(UIIUPOBAHHBIX B HACTOSIIEM HccJieqoBaHuu ajlieseil reHoB VRN-AL u

VRN-B1

Metoasl

[TponykTel amrmumm@ukanuu cenapupoBanbl B 5 — 10 % HeneHaTypupyrommx
MOJIMAKPWIIAMUIAHBIX TEJIX C COOTHOIIEHHEM MOHO/Ouc-akpunamun 29:1 — 82:1 B x0.5 -
x1.38 TBD Oydepe (nonHas cuna 45 — 123 MM) nipu Temneparype ot 10 go 40 °C, ¢
noGaBieHueM u Oe3 nobasmeHus 15 MM wmoHoB Mg?' npm  HanpspkeHHOCTH
anekTpuyeckoro mnonst 2.5 — 10 B/cMm, B TeyeHMHM BpEMEHHM 3a KOTOPOE IIEJIEBbIE
dbparmenTsl murpupoBanu 50 — 70 % muHBI Tes.

PesyabTaTsl

M3BecTHO, 4TO HU3Kas TeMIepaTypa, WOHHAas CHJIa, BBICOKHE KOHIICHTpAllUU
AKpHIaMHa U HOHOB Mg”" NMPHBOIAT K YCHICHHIO aHOMAIBHO MEUICHHON MHTPALH
uckpusieHHbIx Mojekyn JIHK uepes nonmakpunamunneie renu. Tem He MeHee, ObuIO
00Hapy>X€HO, YTO HE BCE ATHU YCIOBHS SBIISIOTCA MOIXOISIIIMMU JIJISl YETKOTO Pa3iIHyus
aier VRN-AL1 u VRN-B1, unentuduiupoBaHHbIX B HACTOSIIEM HUCCIEAOBaHUU. B TO
BpeMsl KaK MOBBIIICHIE KOHICHTPAIHH HOHOB Mg®" IPHBOINT K YBEINUEHHIO Pa3HHIbI B
CKOPOCTHM MUTpPALUU MEXKIY (parMeHTaMu, JAETEKTUPYIOIIMMHU aJulelibHble BapHAHTHI
VRN-A1 u  BapuanTel  mocieioBaTelnbHOCTH  mpomoropa reHa  VRN-B1,
NPOJOJKUTENIHOCTh 3JIeKTpodope3a TakkKe 3HAYUTENbHO yBenuuuBaeTcs (2-2.5 pasza).
Kpome Toro, pesynpraThl paszneneHuss ¢parmento [P, wunentudunmpyrommx
BapuaHThl Vrn-Alb, Obutr m1oxo Bocnpou3Boaumsl. [Ipu Hu3koi Temmeparype (< 20 °C)
JBYKpPATHOE YBEJIMUYEHHE HAIpPsHKEHHOCTH AJieKTpuyeckoro nois (¢ 5 mo 10 B/cm) He
OKa3bIBAJIO 3HAYUTENIBHOIO BIUSHUA Ha paspemieHne amiuinkoHoB VRN-A1l u VRN-BL.
[Tpu xomHaTHOW TemmepaType (Temmneparypa renst 25-28 °C) nBykpaTHOE yMEHbILIEHUE
HANPSDKEHHOCTH AJIEKTpHUecKoro mojst (¢ 5 g0 2.5 B/cM) mpUBOIUT K 3HAYUTEIHHOMY
3aMeIJICHUI0 aHOMAaJIbHO MEIJIEHHO MUTPHUPYIOHNIMX (pParMeHTOB U YBEJIWYCHUIO
paspemenus s BapuantoB VRN-AL u VRN-B1, Ho TpeOyer Gosiee ueM B ABOE OOJbIIE

BPEMEHHU JIJIsl IPOBEICHUS AIIEKTpodopesa.
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Hecmortpst Ha TO, 4TO HU3Kas MOHHASA cuia (HU3Kas KOHIEHTpanus Oydepa B reie)
NPUBOAUT K 3aMEUICHUI0 aHOMaJIbHO MenieHHo murpupytomeid JJHK, B pesynbprare
mupdy3un (parMeHTOB B T€ib, IMOJOCHI PACIUIBIBAIOTCS (CTAHOBATCS HEYETKUMHU),
YCIIOXKHSISL IETEKIUIO Pa3Indus MEeXIy pparMeHTaMH CO CXOJTHOM CKOPOCTHIO MUTPALIUH,
TaKUMH KaK aMIUIMKOHBI BapuaHToB VIN-Alb. B mpoTHBOMOJIOXKHOCTE 3TOMY, INPH
YBEJIMUEHUW HOHHOW CHIiBl (BBICOKAash KOHIIEHTpaiusi Oydepa B rene), Habiomaercs
NOJIaBJIEHUE AaHOMAJIbHO MeEMJIeHHOM Murpanud. OAHAKO BbICOKAash HOHHAs cuja
npernsiacTByeT Auddy3un GparMeHToB B rejie U MPUBOAUT K 00Jiee YETKUM IOJO0CaM.
BakHo OTMETUTB, YTO BIUSAHUE HOHHOU CUJIbI HAa aHoMannbHYyI0 murpanuio [JHK B [TAAT
npu HU3KoM Temmnepatype (< 20°C) OblIO HE 3HAUUTEIbHBIM.

3HaUNTENBHOE BIHUSHHUE OKa3bIBala CTPYKTYpa M OCOOCHHOCTH T'eJIEBOW MATPHIIBI.
B wactHOCcTH, OOHapy)X€HO, UYTO YCWJICHHE aHOMAJIbHO MEIJEHHOM MUIpalUd U
ANEKTPOPOPETUYECKOTO Ppa3pelieHUus MOXKET OBbITh JOCTUTHYTO TIpU TPOBEICHUU
anekTpodope3a B TENAX €  BBICOKMM  COOTHOILIEHHMEM MOHO/OMC-akpHiiaMuja
(cooTHomeHue 82:1 siBisieTCs ONTUMAIbHBIM). YBEJIMUEHUE KOHLIEHTPALIMHM aKpHIaMHUaa
10 10% conmpoBOXIanoch YBEIMYEHUEM PpA3HULBI B CKOPOCTH MOABUKHOCTH
¢parmentoB [IIP npu xomHaTHOW Temmeparype. OJIHAKO 3TO HMEIO CHIBHOE
oTpunatenbHoe BiusHue Ha paspemienue ¢pparmenToB VRN-AL u VRN-B1 npu HU3KOM
temneparype (puc.l). Kpome TOro, BriCOKasi KOHUEHTpalUs aKpUJIaMHJia MPOJAJIEBAET
BpEMS aHANM3a, YBEJIMUYMBAET TOK Ye€pe3 rejib M, CIEJ0BATENIBHO, NMPUBOAUT K POCTY
TEMIEPATyphl Telisl B X0JI€ AJIeKTpodopesa.

CunpHoe BIMSHME Ha 3aMENJIEHUE AHOMAJIbHO MEUIEHHO MUIPHUPYIOLIUX
dbparMeHTOB U, ciegoBaTensHO, yBennueHue paspemenus ¢pparmentoB VRN-AL u VRN-
B1, oka3siBana HU3Kasl TeMiieparypa. B 1ienom, anexkrpodopes mpu HU3KOU TemMmepaType
TpeOyeT Oosbiie BpemeHu. OmHAKO, MOCKOJIBKY TpH HHU3KOW Temmeparype (< 20°C)
MOBBIILIEHUE HAMPSIKEHHOCTH DJIGKTPUYECKOrO TOJsi M HMOHHOM CHJIBI  UMEIOT
HE3HAUMUTENbHOE BIHUSHHE, a 0ojiee KOHLEHTPUPOBAHHBIM Telb MMEET OTPHUIATEIbHOE
BiusHue Ha pazaencHue aMmiinkoHoB VRN-AL1 u VRN-B1, mpoBeaen anextpodopes B
HU3KOMPOLIEHTHBIX refsix (6.6%) ¢ BbicokoW nMoHHOW cuioi (123 MM) u npu BbICOKOI
HANPSDKEHHOCTH dJiekTpudeckoro moins (5-10 B/cm). B pesynbraTe, derkue moOJOCH €

BBICOKUM paspemieHueMm ¢parmerto [II[P, nHaumydmmm o00pa3oM AETEKTUPYIOIIUE
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amtenu VRN-AL1 u VRN-B1, Ob1u nostydeHsl 32 OTHOCUTENIBHO KOPOTKOE Bpemst (1.5-3 4,

B 3aBUCUMOCTH OT HAIIPSXKCHHOCTHU JJICKTPUYCCKOTO ITOJISA U CHUJIBI TOKa).

i vm-A1 Vrn-A1b.1 vin-A1b.3  |EE 6.6%: 123 MM: 18 / 30-40°C

Vrn-A1i vin-A1b.3 Vr-A1b.2

75
[16.6%; 45/ 123 mM; 18°C
50
B 10% [ 6.6%; 123 mM; 18°C

EE 10% / 6.6%: 123 mM; 30-40°C

—— ONTUMWUIUPOBAHHLIE YCNOBUA
anst HT (18°C) u KT (25-28°C)

pasHuua B ancTamHuum (%)
o

-100

Pucynok 1. Bausinue KOHIEHTpaMy MOJUAKPHIAMHUIHOTO TeJisl, MOHHOM CHUJIBI U
TEMIIEPaTypbl Ha U3MEHEHUE paccTosiHus Mexxay ¢pparmentamu [TLP anneneir VRN-AL u
VRN-B1, u3mepeHHOE OTHOCHUTEIIBHO PAacCTOSIHHSI MKy aMmiuinkoHamu Vrn-Ale (659
n.H.) 1 vrn-B3a (1768 m.H.) AId KOTOPBIX aHOMAalbHAas MHUTpaIus He HaOJoIaeTcs.
Onexrpodopes nposeneH npu S B/cm. KpuBas xapaktepusyeT pa3HHIYy B JHUCTaHIUSX
MEXIy COOTBETCTBYIOUIMMH TIapaMU aMIUTMKOHOB IIOCIIE ONTHMH3AIMUA YCIOBHU
npoBeneHust anekrpodopesa npu Hu3kod (LT) m kxomuatHoit (RT) temmeparype.
®parments! [THP paznuunbix amienbHbix BapuaHToB reHoB VRN-AL u VRN-B1 Obutn
4yeTKo paznuuumbl B Xone [TAI'D mocie ontumMusanuu 3eKTpodopeTUIECKUX yCIOBUM
BHE 3aBHCHMOCTH OT TEMIIEpaTyphl, MPU KOTOPOW mpoBoauics aHamu3. M — mapkep
musbl JIHK noxaseiBatomuii gparmentsl pazmepom 1000 u 1200 n.H. ans BapuaHTOB
VRN-B1 u 600, 700, 800 m.H. ansa BapuantoB VRN-AL; B aHHBIX yCIOBHSIX, (PparMeHTHI

MapKkepa MUTPUPYIOT aHOMAJIbHO MCAJICHHO B MOJIMAKPUIAMHUIHBIX T'CIIAX.

OnTumuzanms ycjaoBUil MPOBeIeHUS MOJUAKPHAMHUIHOTO IeJib-3JIeKTpodope3a s

nerexkunu auieiaeit VRN-AL u VRN-B1

Pasnuune B kpuBu3He u rTubOkoctu Mozekyn JHK Bei3BaHO MyTamusimMu B
nocienoBarenbHocTH VRN-60Kca B uACHTH(HUIIMPOBAHHBIX aJuleIbHBIX BapuaHTax VRN-
Al umu nenenusiMu B A-TpakT OOOTallleHHBIX y4YacTKax BapMaHTOB IPOMOTOpa reHa
VRN-B1. OT0 npuBoAUT K MOAYISIMU CKOPOCTH aHOMAJIBHO MEUIEHHO MUTPUPYIOIIMX
dbparmenToB IIL[P. AnomanbHass murpanus Habmomanack Tonbko B [TAAI, HO He B

arapo3HbeiX. B 1menom, 3amemiieHue aHOMaJbHO MENJIEHHO MHUTPUPYIOIMUX (pParMeHTOB
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[TI[P w ueTkWe MOJIOCHI SBISIOTCS OCOOO0 BAXKHBIMU B HIECHTHU(UKAIMHM aJUIeITbHBIX
BapuantoB Vrn-Alb, rae Vrn-Alb.1 / Vrn-Alb.6 u vrn-Alb.3 / Vrn-Alb.2 nokassiBarot
HEOOJBIIYI0O Ppa3HUIy B CKOPOCTH MHIpalUd, a TaKXKe SBISIIOTCS OCHOBHBIMH B
JTUCKPUMHUHAIIMY BapUAHTOB MOCEA0BaTEIbHOCTH IpoMoTopa rena VRN-B1.

Huzkas Temneparypa CHHKAaeT KOH(OPMAIMOHHYIO JUHAMUKY U SBISETCA
KPUTHYHOM 17151 cTabunu3anuu Gopmel mosiekyn JIHK, Torga kak Beicokas moHHas cujia
NPUBOUT K GOJiee YeTKMM ToocaM. Bimstaie noHoB Mg?* Ha Murpammio pparMeHTos B
NOJIMAKPUIAMHUJHOM  Telle, Kak  M3BECTHO,  3aBUCUT  OT  HYKICOTHUIAHOMU
nocinenoBarenbHoctd JIHK (Li et al, 2011). B aToii cBsi3M, a Takke B CBSI3H C
YBEJIMUYEHUEM  TPOJOJLKUTEIBHOCTH BPEMEHM NPOBEAEHUs 3JekTpodopesa, He
PEKOMEH/IYETCSl MCIOIb30BaTh HOHBI MarHUsl BO BpeMsl JTUCKPUMHHAIIMKM U3 BapHAHTOB
Vrn-Alb. B nepByro odepenp, 3TO CBA3aHO C TEM, YTO CKOPOCTh MHUTPALUHU aMILUTHKOHOB
OyZeT 3aBHCETh OT MYTallui, JOKAJIIM30BaHHBIX 3a mpenenamu VRN-Ookca, MpUBOASIINX
K OIIMOOYHBIM U IIJIOXO BOCIPOHM3BOJMMBIM pesyibTaTaM. K coskaneHuro, HE yIanoch
no00paTh YCIOBHI TpOBENEHUS d3JeKTpodopesa Mpu KOTOPHIX MOKHO OJHO3HAYHO
pazanunth aienu Vrn-Alb.3 / Vrn-Alb.5 u vrn-Alb.4 / Vrn-Alb.6, xoTopsie Bce elne
MOT'YT OBITh OIIPEICIICHBI ITyTeM CeKBeHUpoBaHus. C Ipyroi CTOpoHbI, aiuienu Vin-Alb.4
u Vrn-Alb.5 oGHapyxeHbI TOJIEKO B OJTHOM 00pasiie MmiIeHuIsl. Kpome Toro, mpu HU3KOU
temrepatype (10 © C) u BBICOKOI HaMpPsSHKEHHOCTH dJiekTprdeckoro nojs (7.5-10 B/cm),
¢parmenter Vrn-Alb.5 murpupoBanu memiennee, yem Vin-Alb.3, torma xak vrn-Alb.4
MHUTpUpOBaT MejieHHee, yeM VIN-Alb.6, XxoTs B 000MX cilydasiX 3TH pa3auuusi ObLIH
HE3HAUYUTEJIbHBIMU.

Ha ocHOBaHMM BBISBJICHHBIX OCOOEHHOCTEH aHOMAaJbHO MEIJICHHOW MHTpaIfu
uckpusieHHbix modekyn JIHK B IIAAI, ycnoBus osnekrpodopesa  Oblu
ONTUMHU3UPOBAHBI TaKUM O0O0pa3oM, 4YTOOBI TMONYYUTh MHHHUMAIBHYIO TOTEPIO B
paspemarorieit cocodHoctu (<30%), npu npoBeAeHUU AMEKTpodope3a MPU HUZKOU U
npu KoMHaTHOW Temmeparype (puc.l). Takum o6pasom, snekrpodopes B 6.6%
HEJCHATYPUPYIOUIEM TMOJHUAKPUIAMUAHOM TeJe IMpH COOTHOIIEHWH MOHO / Owuc-
akpunamuna 82:1, B cmabom snektpuueckoM mone (2.5 B/cM) U BBICOKOW MOHHOHU cuiie
(123 MM, 1.38x ThD B rene) sBusgercs Hawboyee MOIXOISANINM IS pa3/ICICHUS
¢dparmenToB TP mpu xoMHaTHOW TeMIiepaType, TOr/a Kak 3JeKTpodope3 Npu HU3KOM

temnepatype (10-20 °C) u BbICOKOM HANpsKEHHOCTH JeKTprueckoro mois (5-10 B/cm)
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PEKOMEHAYETCS JJIs MONIYYEHHs] HAMJIyYIIUX pe3ylbTaToB U coXpaHeHUs BpemeHu. [Ipu
ATOM, YBEJIMUYEHHE HAIPSKEHHOCTU AJIEKTpHUecKoro mois 6osxee 5 B/cm He Tpebyertcs,

ecau TOK npesbimaet 20 MA.

Li W., Nordenskiéld L., Mu Y. Sequence-specific Mg®*-DNA interactions: a
molecular dynamics simulation study. // J Phys Chem B. - 2011. - V. 115. Ne49. -
P.14713-14720.
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Ipuioxenne 3. KBarepunonnasi moaesnb cnupaau JTHK

Jlnst moctpoenusi TpexMmepHoi mozenu koHTtypa JIHK Monexynsl mo 3aiaHHBIM
napaMeTpaM JUHYKJICOTUIHBIX IIaroB ObUI HCIIONb30BaH aJIrOPUTM, Oa3MpYIOLIUICS Ha
anredpe KBaTepHUOHOB. BekTop-(QyHKIHMA, ompenensonas JOoKaIu3aluoo LeHTpa N-i
napbl  HYKJIEOTHJOB B  JIEKAPTOBOW CHCTEME KOOPAMHAT, COTJIaCHO  JIaHHOM

kBaTepHruoHHoi moaenu JAHK, umeer Bu;

n i -1
— i
P(n) - Z I I[QQk/Mk :l -V (i +Dx;.yi +Dy;.2+Dz;) © !_II:QQkPka:I
i=2 | k=2 )
i
H[ngprk}
e k=2 eCTh ~ ONepanus  YMHOXEHHS ~ KBaTepPHHOHOB  Tpex

MOCJIeIOBATEeIbHBIX MOBOPOTOB 1Mo ocsiM Z, Y u X ( QQkaTk) Ha YIJIbl 33JaHHbBIC

napamerpamu twist (Q), roll (p) u tilt (1) cocennux map ocnoBanuii (k-1,K):

Q Q
cos—& cos& cos& +sin—% sin& sin&
2 2 2 2 2 2

Q
cos—& cos& sin& —sin—% sin& co s&
QQ i Qz 272 Qz 2 2
L B Ty ko os Pk gin Tk

Tk .
Cos— +s1n70 (0]

) LT . T
—cos-% ginPk sink 4+sin~% cosPk cos—é‘

—

(i +Dx;.y; +Dy; 2 +Dz;) COJCPXHUT KOOPJIWHATBHI [-Or0 DJIEMEHTAa B

BEKTOP
MOJABUKHOM CUCTEME KOOpPAMHAT TMapbl OCHOBaHUM (HampuMmep, KOOpPAUHATHI

ujealn3upoBaHHOro Qocdara mepBoil Lenu A JHO0ro N coiep’aTcs B BEKTOPE
V (px, 891+ Dy, 2.08+Dz,) )

[TocTpoeHHE TPEeXMEPHOW MOJICIHM BBITIOJHEHO B JIOKAJBLHOW JCKAPTOBOW CHCTEME
KOOpJMHAT B COOTBETCTBHH C MIPEOOPA30BAHUAMHU, MPEAYCMOTPEHHBIMU KeMOpumKckoi
KOHBEHIIMEH 00 OIpe/CIICHUH IMapaMeTPpOB B HOMEHKIIATYPe CTPYKTYPHBIX KOMIIOHEHTOB
HykinenHoBbiX kucioT (Dickerson, 1989). IlenTp mnepBoii mapel HYKICOTHIIOB

pacnojaaracTcs B HadaJic KOOp)IHHaTHOfI CHUCTEMBI, B TOUKE 0.
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Dickerson RE (1989) Definitions and nomenclature of nucleic acid structure
components. Nucleic Acids Res 17(5):1797-1803.

HapaMeprI AUHYRKJCOTUIHBIX IIaroB

B JAUHYKIICOTHIHOM KOHTCKCTC!:

Shift Slide Rise Twist
A) A) A) Tite) Roll®)
AA 0.01 -0.72 3.22 -0.81 0.19 35.19
TT -0.01 -0.72 3.22 0.81 0.19 35.19
AG 0.03 -0.8 3.24 0.31 -0.6 35.62
CT -0.03 -0.8 3.24 -0.31 -0.6 35.62
AT 0.01 -0.67 3.54 0.54 -2.6 33.84
CG 0.03 -0.6 3.14 0.53 1.89 37.17
GA -0.02 -0.64 3.08 0.7 0.06 36.75
TC 0.02 -0.64 3.08 -0.7 0.06 36.75
GT 0.01 -0.44 3.14 0.64 1.93 35.82
AC -0.01 -0.44 3.14 -0.64 1.93 35.82
TG 0.03 -0.32 3.11 -0.05 3.5 34.8
CA -0.03 -0.32 3.11 0.05 35 34.8
GC 0.16 -0.31 3.28 1.13 1.08 375
GG 0.18 -0.27 3.29 1.65 2.86 38
CcC -0.18 -0.27 3.29 -1.65 2.86 38
TA -0.3 0.06 3.13 -1.03 2.5 35.06

B TeTpaHyKI€OTUIHOM KOHTEKCTE:

Shift Slide Rise Twist

A) A) A) Tilte) Roll(®) ()
AAAT -0.23 -0.4 3.15 -4.84 0.39 3747
ATTT 0.23 -0.4 3.15 4.84 0.39 37.47
AAGA 0.08 -1.15 3.15 0.34 0.39 31.61
TCTT -0.08 -1.15 3.15 -0.34 0.39 31.61
AAGC 0 -1.26 3.19 -0.55 -1.2 3547
GCTT 0 -1.26 3.19 0.55 -1.2  35.47
AATT 0.02 -0.98 3.89 0.02 -13.47 32.03
ACGC 0.01 -0.37 3.2 1.05 8.27  35.65
GCGT -0.01 -0.37 3.2 -1.05 8.27 35.65
ACGG -0.17 -0.55 3 3.28 343  34.56
CCGT 0.17 -0.55 3 -3.28 343  34.56
AGAA 0.26 -0.74 3.17 1.67 1.83 36.56
TTCT -0.26 -0.74 3.17 -1.67 1.83  36.56
AGAG -0.21 -0.27 3.04 -0.9 1.84  38.19
CTCT 0.21 -0.27 3.04 0.9 1.84  38.19
AGTA -0.09 -1.05 3.31 4.1 -5.9 40.9
TACT 0.09 -1.05 3.31 -4.1 -5.9 40.9
ATGA -0.32 -0.76 2.8 3 1.2 39.1
TCAT 0.32 -0.76 2.8 -3 1.2 39.1



CAAA
TTTG

CAAG
CTTG

CATG
CCTC

GAGG
CGCA
TGCG
CGCG
CGGC
GCCG
CGGT
ACCG
CGTT
AACG
CTAC

GTAG
CTCC

GGAG
CTGG
CCAG
GAAA
TTTC

GAAG
CTTC

GAGA
TCTC

GAGT
ACTC

GCAA
TTGC

GCAT
ATGC
GCGC
GCGG
CCGC
GCTA
TAGC
GCTG
CAGC
GGCA
TGCC
GGCT
AGCC
GGTC
GACC
GGTG
CACC
GTAC

Shift

A)
-0.01
0.01
0.28
-0.28
0.03
-0.21
0.21
-0.14
0.14
0.02
0.41
-0.41
0.39
-0.39
0.16
-0.16
-0.23
0.23
-0.06
0.06
-0.72
0.72
-0.1
0.1
0.04
-0.04
0.09
-0.09
-0.25
0.25
0.06
-0.06
-0.42
0.42
0.74
-0.03
0.03
-0.16
0.16
-0.63
0.63
0
0
0.22
-0.22
0.43
-0.43
-0.44
0.44
0.41

Slide

(A)
-0.29
-0.29
-0.67
-0.67
-0.68
0.78
0.78
-0.55
-0.55
0.02
0.11
0.11
-0.32
-0.32
-0.8
-0.8
-0.07
-0.07
-0.43
-0.43
0.67
0.67
-0.7
-0.7
-0.99
-0.99
-1.05
-1.05
-1.05
-1.05
-0.66
-0.66
-0.14
-0.14
-0.14
0.1
0.1
-0.55
-0.55
-0.17
-0.17
-0.65
-0.65
-0.02
-0.02
-1
-1
-0.54
-0.54
-0.53

Rise
A)

3.13
3.13
2.96
2.96
3.15
3.52
3.52
3.36
3.36

3.1
3.27
3.27
3.28
3.28
3.39
3.39
3.21
3.21
3.24
3.24
2.95
2.95
3.27
3.27
2.99
2.99
3.13
3.13
3.08
3.08
3.07
3.07
3.17
3.17
3.27
2.84
2.84
3.12
3.12
3.56
3.56
3.14
3.14
3.52
3.52
3.19
3.19
3.26
3.26
2.98
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Tilt ) Roll 9)

-1.62
1.62
-1.02
1.02
0.32
0.3
-0.3
-1.13
1.13
0.02
0.74
-0.74
1.8
-1.8
4.27
-4.27
-0.19
0.19
1.2
-1.2
-1.7
1.7
-1.87
1.87
-0.77
0.77
1.11
-1.11
-2.7
2.7
1.11
-1.11
0.45
-0.45
0.46
-0.35
0.35
2.47
-2.47
1.13
-1.13
1.94
-1.94
1.79
-1.79
1.4
-1.4
-0.8
0.8
4.3

3

3
2.32
2.32
-3.84
14.8
14.8
3.6
3.6
-2.54
1.05
1.05
4.2
4.2
-0.89
-0.89
7.1
7.1
-6.2
-6.2
6.6
6.6
5.47
5.47
-1.29
-1.29
-4.27
-4.27
3.7
3.7
7.98
7.98
5.16
5.16
2.53
2.1
2.1
-3.12
-3.12
8.83
8.83
-1.54
-1.54
0.61
0.61
-0.4
-0.4
-4.2
-4.2
8

Twist
©)
35.48
35.48
34.75
34.75
32.28

32.4
32.4
36.61
36.61
36.77
40.44
40.44
38.8
38.8
34.89
34.89
37.87
37.87
30.8
30.8
36.5
36.5
36.53
36.53
35.33
35.33
32.43
32.43
35.7
35.7
31.8
31.8
37.29
37.29
33.95
40.6
40.6
32.79
32.79
34.79
34.79
35.97
35.97
39.04
39.04
29.5
29.5
34.8
34.8
39.7
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Shift Slide Rise Twist

A) A) A) Tilte) Roll(®) ()
GTCC -0.26 0.18 3.47 -2.9 5.3 42.1
GGAC 0.26 0.18 3.47 2.9 5.3 42.1
GTCG -0.16 -0.05 3.26 -1.25 4.99 37.11
CGAC 0.16 -0.05 3.26 1.25 4.99 37.11
GTCT 0.03 -0.61 3.03 0.7 5.7 36.5
AGAC -0.03 -0.61 3.03 -0.7 5.7 36.5
GTGT 0.43 -0.19 3.22 3.7 3.7 40.8
ACAC -0.43 -0.19 3.22 -3.7 3.7 40.8
GTTT 0.5 -0.5 3.32 1.12 0.87 37.53
AAAC -0.5 -0.5 3.32 -1.12 0.87 37.53
TACG 0.14 -0.53 3.28 -1.53 0.95 33.24
CGTA -0.14 -0.53 3.28 1.53 0.95 33.24
TCCG -0.58 0.42 3.01 -2.4 -2.2 36.4
CGGA 0.58 0.42 3.01 2.4 -2.2 36.4
TCGG -0.12 0.42 4.03 0.6 0.6 32.1
CCGA 0.12 0.42 4.03 -0.6 0.6 32.1
TCTG -0.36 -0.26 3.47 1.4 -0.4 375
CAGA 0.36 -0.26 3.47 -1.4 -0.4 37.5
TGAG 0.15 -0.82 3.11 3 3.4 39.2
CTCA -0.15 -0.82 3.11 -3 3.4 39.2
TGCT -0.04 -0.72 3.49 -1.62 0.07 38.81
AGCA 0.04 -0.72 3.49 1.62 0.07 38.81
TGGT 0.85 0.1 3.46 0.8 8.3 36.3
ACCA -0.85 0.1 3.46 -0.8 8.3 36.3
TGTC 0.28 -0.1 3.27 0.1 -1.8 35.6
GACA -0.28 -0.1 3.27 -0.1 -1.8 35.6
TTAA 0.44 -0.71 3.78 -0.22 9.44 37.19
TTTA 0.34 -1.24 3.12 3.89 -2.98 27.94
TAAA -0.34 -1.24 3.12 -3.89 -2.98 27.94
TTTT 0.24 -0.82 3.22 0.59 -1.71 36.91
AAAA -0.24 -0.82 3.22 -0.59 -1.71 36.91
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Ipuioxenue 4. YnpapisieMasi HepapXuveckasi KJIacTepu3amnus Kak crnocoo

MOBBIIICHUS PCIIPEICHTATUBHOCTH KJIACTEPHOT0 aHAJIN3A

B Hacrosimee BpeMs CyHIeCTBYeT MHOXKECTBO aJITOPUTMOB YIIOPSIOYMBAHUS
JAHHBIX OCHOBAHHBIX HA Hepapxuyeckoll kiactepuzanuu. OCHOBHOW 3ajadeld B
OOJIBIIMHCTBE 3TUX METOJIOB SIBIISIETCS BBIYMCICHHUE 3HAYEHMSI MEphl CXOJCTBA MEXAY
00BEKTaMH, B COOTBETCTBHE C KOTOPOW CXOIHBIE OOBEKTHI OOBEIUHSIOT B OTIEIIbHBIC
kjnacteppl. TeM He MeHee, B cllydae, Korjaa TpeOyeTcsi MpOBECTH YIOPSI0YMBAHUE
00BEKTOB B KOTOPOM BaXKHO HE CTOJIBKO OIPEJEIIEHUE CXOJCTBA MEXAY OOBEKTaMU C
LEeNbI0 UX KJIacCU(UKALUU, CKOJIBKO paclpeleieHHe UX M0 TPyNnaM B COOTBETCTBHUE C
3aJJaHHOM Hepapxueil CcpaBHUBAEMbIX XapaKTEPUCTUK, MJAaHHbIE METOJbl SBISIOTCS
COBEPIIEHHO OECMOJE3HbIMU, MOCKOJIBbKY HE IMO3BOJISIOT alpUOPHO 3aJaBaTh IMpaBUiIa

KJIACTEPU3AIlUH, T.C. SBJISIOTCS "HEYIIPABISIEMbIMU .

Pa3paboTran anropuTM yrpaBisieMOW HEpapXUYeCKON KilacTepusalud OOBEKTOB C
KaTeropualibHBIMA XapaKTEPUCTUKAMU, OCHOBAaHHBIM Ha arjloOMepaTUBHOM METOJIE
nocyenoBarenbHoN kiactepusanuu. CyThb MeToAa 3akKiio4YaeTcss B IMEpPBOHAYATHLHOM
pacyeTe MepapXUyuecKOl CTPYKTYPhl XapaKTEPUCTHK C 3aJaHHBIM paCIpEIeICHUEM 10
spycaM, MCXOJsl M3 WX KOMOWHAIIMN B JaHHOW BBHIOOPKE OOBEKTOB, U MOCIETYIOLIEH

KJIacTepu3alii 00bEKTOB, OCHOBBIBASICh HAa BHIBEIEHHOMN HepapXuu:

0°={0,|T(0,)=t,},tCh
ke ={0n |T(0,)=t, Aq(onoi‘l) >0}

rae O' - MHOKECTBO y3710B ypoBHS (spyca) i, T(0,) - XapakrepucTiKa (IpH3HAK)
y3ma O, tj - XapakTepucTHKa MO KOTOPOil MPOBOAUTCS KiIacTepu3anus OObEKTOB Ha
ypoBHe I, J(0,0) - 4acTOTa BCTPEYaeMOCTH KOMOMHAIIMK XapaKTEPUCTHK y3710B 0,0, Ch -
3a/IaHHOC MHOJXXECTBO YIOPSIOYCHHBIX XapPAKTEPUCTHK, IO KOTOPHIM MPOBOAUTCS

MocCJICa0BaTCIbHAA KIaCTCpU3alna 0O0BEKTOB.

KiaroueBBIM  MOMEHTOM JaHHOr0 MCTOJAa ABJIACTCA BO3MOXHOCTL aAIIPpHOPHO

3a/aBaTh MOPSAAOK  (OYEPEeHOCTh) XApPAaKTEPUCTHUK IO  KOTOPBIM  MPOBOJUTCS
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MoCJIe/IOBaTeNIbHAS KJIACTEPU3AUs BEIOOPKH 0OBEKTOB, YTO TO3BOJISIET MAHUITYIHPOBATH
KJIacTepu3allfe, BEICTpanBasi HEPAPXHUIO XapaKTEPUCTUK B 3aBUCUMOCTH OT TpeOyeMoro
MpEACTaBICHUSl PE3YIbTUPYIONIEH NeHaporpaMMbl. Tak, ajis 0ObEKTOB C KOJIHMYECTBOM
XapaKTepUCTUK PaBHBIM N, BO3MOXHO (opMupoBaHue N! BapuaHTOB HepapXUUECKOH
CTPYKTYpPBl H, CIIEJOBATEJIbHO, CTOJIbKO K€ BAapUAHTOB KIACTEPHOIO MPEJICTABICHUS

JTAHHOM BBHIOOPKH OOBEKTOB.

TakuM 00pa3oM, B OTJIMYME OT OOJBIIMHCTBA CYUIECTBYIOIIMX, "HEYyNpaBiIsieMbIX"
METOJIOB KJacTepHU3alliy, TJe pe3yJbTHPYIoIias AeHAporpamMma sBseTcs oJHUM u3 n!
BAapUaHTOB, KOTOPBIA 3aBHUCUT, TIJaBHbIM 0Opa3oM, OT BBIOPAHHOTO aJIrOpUTMa
KJacTepu3ally, METOJ YIPaBIsEMONW HepapXUYeCKOM KiIacTepu3ali IO03BOJISET
NOBBICUTh MH(POPMATUBHOCTh KJIACTEPHOTO aHajiu3a /0 MAaKCUMaJbHOIO YpPOBHS,
Omaromapss BO3MOXXHOCTH HCIOJB30BaHUS BCEro TOTeHIWana BapuaHToB (N!)

UEPAPXUUECKON CTPYKTYPHI U, COOTBETCTBEHHO, PE3YILTUPYIOIIECH JEHAPOTPAMMBI.
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Ipunoxkenue S. Meroa BbiBeleHUs (PUJIOTCHUH TANJIOTHIIOB U ONPeaeIeHU S

ramjiorpyni

Jns uccnenoBanusi GUIIOT€HETUYECKUX B3AMMOOTHOUICHUN MEXAY TaruiOTUIIAMH U
OTIpeJIeJIeHUs TaIyIorpyIIl, OMHapHas MaTpUlla CMEKHOCTH, OTpaXkaroliasi 3aBUCUMOCTH
MEXIYy aUIeJIsIMU PAcCCUMUTHIBANACH MCXOAS U3 MPEANOJIOKEHHUs, COTJaCHO KOTOPOMY
JMAHHBIA aJlJieib  acCOLIMMPOBAH C JIPYTUM  ajulesieM, €CId B HCXOJHOW BBIOOpKE
rarjioTUIIOB OH BCTPEUYaeTcs TOJbKO B KOMOMHauuu ¢ HUM. g Oosiee HArJsIHOTO
OTOOpaKEHUsI MEXAJUICIbHBIX AacCOLMAIMI, MaTpulla CMEXKHOCTU TIpeACTaBiIcHA B
AaHAJIUTUYECKOM BUJIC — KaK CBSI3HBIN allMKINYECKHi rpad (I1epeBo) ¢ KOPHEM.

Ecnm  cerperupyromue TMO3UIMHM OWAUICNBbHBI, TO pacdyeT MeXalIeIbHBIX
accormaruii (MA) MoeT OBITh BBITIOJIHEH B Xojie¢ TIpocToit uteparuu (S|) komOuHammit

ajjiesiel ¥ aHaIu3a 4acToT MX BCTPCUACMOCTH:

4 ={a,.14(a)=a(a,a)}

rae Aj SIBISETCSI MHOYKECTBOM ajuiesiel @, (N#1) 3aBUCHMBIX OT aJuiels &j, TAKUX, YTO
ux yacrora BcTpewyaeMoct (((a,)) paBHa YacTOTe BCTPEUAEMOCTH HX KOMOWHAIIUU C
aiteneM @ (q(ana;)).

CrnenoBarenabHO, ISl KaXXI0ro MOAMHOXKECTBA A, COOTBETCTBYIOLIETO aJUIEISAM ap,

COCTAaBJSIOIIUM  MOAMHOXecTBO  (Aj) amnmens @j, CHOPaBeIJIMBO  BbIpakKCHUE:

A, cA4 =>Va,ed,a. €4 (1. Taxum obpazom, ecin
Achy/\AzCAx:>Ay¢Az_

a, eAX/\P(aZ)=P(ay):> a ¢ A

Kpome Toro, ecnu Y (), rme P(a)

BO3BpaIacT CCrpCrupyromyro mo3ununio, B KOTOpOﬁ JAUBCPrupoBall aJlJICIIb a. HOCKOHBKy
d(a,)>a(aa,)+d(aa,)

O4eBHIHO, YTO KOMOMHAIMS aJlIeNiell CYIIECTBYET TOJIBKO B TOM CIIydae, €CIi OHU

IMpUHAIJIC)KAT Pa3JIMIHbIM CCrpeTrupyromumum IIO3ULIUAM, T.C.



P(a,)=P(a)=>-(a,a)=>q(a,a)=0

(IV). CnenoBarenbHo, I8 Kaxmaou

KOM6I/IHaHI/II/I ITapbl ajuienen CIIpaBCIJINBO:
Ja,a, < P(a,)# P(a)A[(a,e 4 va eA,)v(a,=Re,na =Re)]

rme RC ecTh KOpeHb KOMIIOHEHTHI CBSI3HOCTH ajuleled W3 JIaHHOW Iaphl
CETPETUPYIONTNX TTO3HUITHA.

B cnyuae, xorma cerperupyroniye MO3UIMH TPOM3BOIAT Oojiee IBYX ajulesei,
BO3HUKAET N30BITOYHOCTh KOMIIOHEHT CBSI3HOCTH B PE3YJIbTAaTe WX pa3pbiBa, HEM30EKHO
MPOUCXOJIAIIETO B XOJ€ TUBEPTCHIUU TIO3UIMH MPH BO3HUKHOBCHHMH B HHUX HOBBIX
ayuteneit. J1Jis peKOHCTPYKIIMU KOMITOHCHT CBS3HOCTH ((DMIOTCHETUYECKUX BETBEH) OBLI
pa3paboTaH alropuT™M IHKIHYeckor wurepannu ¢ wuckimodeauneMm (CIE), B xome
UMIUIEMEHTAIIMA ~ KOTOPOTO  WTEpalus OCYIIECTBISCTCS JO TeX Top, IoKa

YCTAaHABJIMBAIOTCA aCCOLMUATUBHBIC CBA3U MCKIY aJIJICIISAMU:

Av‘ =414,.; | q(anai) =q (an) B Z 1 (anax)
{ac 4ol P(az)=P(a:)} V),

rae Aj ecTb MHOMKECTBO ajulefied 3aBUCUMBIX OT &j, KOTOPOE COJAEPKHUT TaKue
ayuienu a, (N#l), 9To yacTora BCTPEYaeMOCTH KOMOWHAIIMH 8,3 paBHA Pa3HOCTH YaCTOTHI
BCTPEUAEMOCTH aJUielid 8, U CyMMbl 4acTOT BCTPEUYAaEMOCTHM KOMOMHAUMW amiens a, ¢
3aBUCUMBIMUA OT HEr0 AJUICISAMHU 8y, AUBEPTUPYIOIIMMU U3 TOM K€ CETrperupyroieu

IMMO3UI U, UTO aJUICIIb 4.

q(a,a)<q(a,)

[TockoybKy B TaHHOM Cily4ae , To cnencteue (II) anropurma
SI He Bcerma BBINOJHHMO, OJHAKO HWMEHHO JTO OOCTOSATEIBCTBO M IIO3BOJISCT
BOCCTAHABJIMBAaTh KOMIIOHEHTHI CBsA3HOCTH. Ha camoMm Jnerne, dacTtora BCTpPE4aeMOCTH
KOMOWHAIIMK ajuiesield a,a; OyJeT paBHAa YacTOTE BCTPEYACMOCTH ajuielisa &, TOJbKO B
A=0= > q(a,a,)=0
XO0J€ TEpPBOro MpoXoja IHKJIA, KOorjaa (a=AIP(a)=P(a)}

Croma OTHOCSTCA TaKWe alljleld 8,, OT KOTOPBIX HE 3aBUCAT (C KOTOPHIMH HE

aCCOL[I/II/IpOBaHBI) aAJUICIM AUBCPTUPOBABIINC M3 TCX KC HOSHHHﬁ, 4TO U ajuieiau a;, OT

KOTOPBIX 3aBUCST aJIIeIIn an, T.C.
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Q(anai) =q(an) < An =0V {a" | ‘v’ax < A"’P(ax) * P(ai)}. B nepsyro

04cCpeClib, TAKUC AJIJICIIN BKIIOYAIOT JIMCTBSA - Y3Jibl, HC UMCIOINC BXOAAIIUX AYT, aJIJICJIN,

C KOTOPBIMU HE aCCOIMMPOBAHBI HUKAKHUE APYTUE AJIICIIU: A =9 , €CIIN @, - JIUCT.

B xome mumkma wurepupyeTcs BBIOOpKa ayuiened, TpH  OTOM  acCOIHAIluu
(B3aMMOCBSI3M) YCTAaHABIMUBAIOTCS JUISl KAXIOW Maphl ajjiesiel U3 pa3IM4HbIX MO3UIUH,
€CJIM YacTOTa BCTPEYAEMOCTH UX KOMOMHAIH > 0.

Ecnu paccmaTpuBaTh aHAIN3 Ka)XJIOW Mapbl MO3ULIHAN B OTIAEIBHOCTH, TO MOXHO
yOeIUTHCS B CIACAYIOIICM.

B xoxe kaxaoro nukia YCTAaHABJIUMBAIOTCA IIPAMBIC aCCOIUAIINN

a,e4,=a,c4la|P(a)=P(a,)ra #a,}

Ecnu |Aj| > 1, To Ha cnexyroieM dTane nukia OyAyT YCTaHABJIUBATHCS AJJICNH U3
MHOkeCTBa Aj, C KOTOPBIM aCCOIUUPOBAH (OT KOTOPBIX 3aBUCHUT) aJUICIb .

Ecmm |Aj| = 1, To Ha cienyromem 3Tare muKia OyaeT MOATBEpKIeHa 3aBUCUMOCTh

aJuIeas @y OT ajuIeis a; (am €A ), IOCKOJIBKY B JJaHHOM CJTy4ae OHa MHBapHaHTHA. Takum
obpazom, mipu goctkeHud |Aj| = 1 ganpHEHIIMIT aHAIM3 accomMaIuil I JaHHOW mapbl
MO3UIIMI MPEPBETCS Ha CJIEAYIOINIEM dTare UKJIa, MOCKOJIbKY ONpe/eeHbl BCE BApUAHTHI
3aBUCHUMOCTEH MEXIy aulelisiMAd U3 JaHHBIX T[O3UIUKA B HMCXOAHOW BBIOOpKE
KOMOUWHAIUH.

Ecnm Ha nmaHHOH riyOWHE IHMKJIA MOJYYEHO (CYIIECTBYIOT) HECKOJIBKO @my, TaKHX,
gyro P(am) = P(@mp) = ... P(amn), T.€. Bce ay, ABIASIOTCS aIC/IIMUA U3 OJHOW U TOH Ke
MO3HIIMK U JUTS KaXJI0r0 ap, |Ai| > 1, To onpeaenuts amienu (Ay # @), ¢ KOTOpbIMH OyaeT
YCTaHABIIMBAThCSA acCOIMalMU (OT KOTOPBIX OyJIeT YCTaHABIMBATHCS 3aBUCHMOCTD)
ajuienen ay, Ha CIeAYIOIIEM dTare IUKIIa, MOXHO OINpeeuB ux nepeceueHue. [1pu atom,
€CJIM aJIJIeNIM U3 JAaHHOW Mapbl MO3ULUNA YK€ aHAIM3UPOBAIKCH HAa MPEIbIAYIIUX dTanax
[IMKJIa, TO B IPECEYCHUHN YyUACTBYIOT Takke UX Aj, MOJyUYCHHbIC HA MPEIbIAYIINX dTarnax

HKIIA:

4= 4

nei
Ecmu |Ay| = 1, To @, AIBNIE€TCS €AUHCTBEHHBIM QJIJIEIEM, C KOTOPBIM aCCOIIMHPOBAHBI

ajienn a, U, CIeAO0BATEIbHO, aHaln3 3aBUCHUMOCTEH MCXKIAY aJICIIIMU W3 AJaHHBIX
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NO3ULMK IIPEPBETCS Ha CIEAYIOLIEM dTare HUKIa. TakuM 00pa3oM, HE OCTAETCsl TAKOro
ajuiens, JUIsl KOTOporo He Obula Obl YCTaHOBJEHA acCOLMATHBHAs CBs3b (JaHHOE
YTBEPKIEHUE HE TEHCTBUTEIBHO B CIy4ae TOMOILIA3HH).

B kopHe ka0l KOMIIOHEHTBHI CBSI3HOCTH PaclojararoTcsl ajljielid, SBISIOIINEcs
OCHOBAaHHMEM BETBEM HauOOJIbIIEH JUIMHHBI (T.€. XapaKTEepU3YIOUIUECS HauOOJIbIINM
3HAYEHWEM OKCLEeHTpHcHuTeTa). Ecinu uucio Takux ajuiened paBHO JBYM, TO TakKue
aJUIeN B3aMMHO accouuupoBaHbl. TakuMm 00pa3oM, JaHHBINA aNrOPUTM IPEAOIAraeT
OJIMHAKOBYIO CKOPOCTB 3BOJIIOLUU (YAaCTOTY AMBEPIreHIUH) JUIsl BCEX ajulelel, Tak, 4To
HauOoJiee IpeBHUN aiiesib OyAeT XapaKTepu30BaThCsl HAUOOJBIINM SKCIIEHTPUCUTETOM,
IIOCKOJIBKY B XOJ€ IOCJIEOBATEeIbHOM JTUBEPIeHLINH, TMPEAKOBBIN aienb SBIsSETCS
KOpHEM  (QUJIeTHYeCKOl  JMHMM  (KOMIIOHEHTBl  CBA3HOCTH), HaJIMHOXECTBOM

IMPONU3BOJHBIX, 3aBUCUMBIX OT HCTO, aJIesei:
A, cA,A, cA =4, CA,
e(a,)=d(a,.a,)=d,,

Ecin oT anbTepHAaTUBHBIX aijienedl W3 mapbl MO3UIUN 3aBUCUT OAMHAKOBOE
KOJIMYECTBO QJUICNIEH, TO B KOPHE PAacHoyiararoTcsl ajulesif, KOTOPbIE 3aBUCAT TOJIBKO OT
aCCOLIMMPOBAHHBIX C HUMHU ajUjiesieil (T.e. B3aUMHO acCCOLMHUPOBAHHBIE IO TCEBAOTHUILY
amtenu). Bo3HukaeT M30bITOUHOCTh cBsi3ed. O HAKO, HA JTAHHOM J3Tare Mbl HE MOXKEM
3HAaTh KaKU€ M3 JTUX CBS3CH SBISAIOTCS W3OBITOYHBIMHU, MOKAa HE OYAYyT YCTAaHOBJICHBI
B3aUMOCBS3U C aJUIeJISIMU M3 JPYTUX NO3ULUM. (napa) B3auMHO accolMupoBaHHBIE IO
MICEBAOTUITY aJUIEJI B KOPHE KOMIIOHEHTHI CBI3HOCTU JJAHHOW Maphl MO3UIIUN YKA3bIBAIOT
(0sa) ampTepHATHBHBIC YTH TICPBUYHON JAMBEPTCHIIMU U3 JIFOO0H M3 3THUX MO3UIUH (110

OJIHOY WJIU U3 JIPYro¥ MO3UIINH, COOTBETCTBEHHO).

Hocxomey |4l =l{a1P(@) =P(a,)}-1

|Aj|:=1 (T.K. Hax | P(ax):P(an)}‘=2

OUKJIa i YCTAaHOBJICHUSA B3aMMOCBSI3€EH MCXKJy BCCMU AJUICIIEIMU U3 I[aHHOI\/'I napsbIl

TO U1 OWaJUIENBHBIX ITO3UIIUHI

), CJICO0BATCIbHO, JOCTATOYHO OJHOI'0 IIpoxoaa

MO3UIIMK, TMOCKOJBKY CIACAYIOIHMN HHUKI YOeJuT Hac B TOM, YTO OCTaBIIascs Tmapa
aJlJIeNiell B3aMMHO accolnupoBaHa (T.K. 00a ajuielisi monajgaloT B KOpeHs). B 3Toii cBs3wy,
MIPU MCTOJb30BAaHUU aaropuT™Ma S, UK, UTEPUPYIOMNUA UCXOAHYIO BEIOOPKY ajliesneH,

ABJIICTCA OAHOIIPOXOAHBIM.
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B3auMHO acconmmpoBaHHBIC AJUIENH, MPOAYIUPYEMBIE B XOJ€ HMILIEMEHTAIIUN
anroput™MoB Sl u CIE, paznuuatorcs. J{ns 060ux alropuTMOB CIIPaBEUIMBO CIEIYIOIIEe
oTIpesieJIeHNe: B3aMMHO aCCOLMUPOBAHHBIC aJUIENH - 3TO aJUIEH, KOTOPBIE BCTPEUAIOTCS
TOJIbKO B KOMOMHAlUM MEXAYy co0OW Ha JOaHHOW TiyOMHe IMKiIa (IpUHUMAas BO
BHUMaHWE, 4YTO IS anroputMa Sl UK SBISIETCS OJHOMPOXOIHBIM, KOJIHYECTBO
urepanuii = 1).

[Ipu wucnonp3oBanuu anroputMa S| BO3MOXKHO oOpa3oBaHWE TPYMI TOJBKO
TUMIUYHBIX B3aWMHBIX acCOIMAlNil, Te CUMMETPUYHAs Pa3HOCTh MHOXECTB ajuieliel
3aBHCHMBIX OT B3aMHO aCCOIIMMPOBAHHBIX ajuiefiel JaHHOW TPYMIbI JAET MHOXKECTBO U3

MOCJIeTHUX (B3aUMHO aCCOIIMUPOBAHHBIX aJUIeJIe TaHHOW TPYIITIbI):

(n=14
néO 4, = {a09a1 9“‘an}

EIAkE < 44

{0n} 1{0:n|l 2k}

<
4, e{0n} \AZe{o:nu;e w4 = Z
n44

A Ad|l=n

n=0 "

.

K mpumepy, i IByX B3aMMHO aCCOLMUPOBAHHBIX AJJIENCH ay, ¥ dy CIPaBEIIUBO

CIIEIYIOLIEE YTBEPKIACHHUE:
AA, = {ax,ay}

14 \4,—a,=4,\4, —a, =D
AAA| =2

ITpu wucnonwszoBanuu anroputma CIE, kpome THNMYHBIX, 4YacTO 00pa3yroTCs

\

ICECBAOB3aUMHLBIC accomuanuvu, rA€ CHMMCTPHUYHAsA PAa3HOCTb MHOXCCTB ajeneu
3daBUCHUMBIX OT B3aMMHO aCCONNMNPOBAHHBIX ayesnen I[&HHOfI rpyHaIibl Ja€T MHOKCCTBO M3

IIOCJICAHUX C JIO6EIBJ'I€HI/ICM BCCX HCMMOBTOPAIOMINUXCA, 3aBUCUMEBIX OT HUX aJlIeJIeH:
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r

n=|4
néo 4, = {a09a1 ""an} U{Ake{O:n} \Ale{O:n|l¢k} - al}
\A4

1e{omik) — 4 #Q

k €{0:n}

n= 4
40 Al>n

.
COOTBGTCTBCHHO, A ABYX B3aMMHO ACCOIMMHUPOBAHHBIX IIO IICECBAO THUITY ajieseu

ay ¥ &y CIIPaBEUIMBO CISAYIOLIEe:

(4M, ={a,a)0{4\4,~a ) U{4\4,~a)
14\A,—a,# A\ A, —a, QD

444, >2

Jns  pgaHHOTO  THMA  B3aMMHO  ACCOIMUPOBAHHBIX  ajJieJied  yCIIOBHE
EI'A\«s{o:n} = EI'A\e{o:nuqrsk}

ayuteneid @ U a, cHopMHpPOBAHHOW MOCIIEe MEPBOro Mmpoxonaa Iukia, d(a,)>q(a.a;), T.e.

HE BBINOJHAETCS, MOCKOJBKY i1 B3aUMHOM acCOLUAIUU

OTPE/ICJICHHO CYIIECTBYIOT Takue ayienu ay (K#), koTopele 00pa3yloT KOMOWHAIIMH C
ayiesneM a,. B pe3yibrate OyayT CyIIEeCTBOBATH TAKUE aJUICIH 8y, ACCOIUMPOBAHHBIC HITH
B3aHMHO aCCOIMMPOBAHHBIE IO IICEBAO THUIY C OJHMM M3 ajlieliedl IMCEeBIOB3aMMHOM
accolMaIiK, KOTOphle HE 00pasyloT CBs3ed C JOPYrUM  ajulelieM JaHHOW IICEBJIO
B3aMMHOM acCOLMALINU.

K npumepy, ecnu mapsl ajuieneil agdy U 8,8, B3aMMHO aCCOLMUPOBAHBI, TO AJLICIH

dy 1 d; TAK)XKE B3aUMHO aCCOIMMPOBAHBI:

AAA, ={ax,ay}/\AyAAz = {ay,az} =

ANd =1aa]

OnHako eciau 3TH K€ Mapbl ajulesie MCEeBAO B3aMMHO acCOIMUPOBAHBI, TO IS
ajened ay M a@; CYUIECTBYET TPU BapUAHTA OTHOLICHUW: OHM SBISIOTCSA B3aUMHO

ACCOMMUPOBAHHBIMHA II0 IICPBOMY WJIM BTOPOMY THUITY, WU KC MCIKAY 3TUMH AJIJICIIAMU

3aBUCHUMOCTH 1 BOBCC OTCYTCTBYIOT:
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AM, ={a,a,} {4\ 4, -a {4\ 4 ~a }A
AM, ={a,a}u{a\4 —a}u{4\4,-a}>

y

And ={a,at {4\ ~au{4\4,~a v a0z

[TockoabpKy mocie mepBOro Mpoxoja IUKIIa BCE B3aUMHO aCCOIMUPOBAHHBIC ajllIeNn
NpUHAUICKAT K TEPBOMY THUMy (TUIUYHBIE B3aMMHBIE accolMaluu), a MpHu
MOCJICTYIOIIUX UTEpaIUsiX, KO BTOPOMY, TO B Pe3yJIbTaTe ucnoyib3oBanus airoputma CIE
BO3MOKHO 00Opa30BaHME JIBYX THUIIOB B3aMMHO aCCOLIMMPOBAHHBIX ajuieNiel, TAMUYHBIN 1
IICEBJIOTHII.

B atoit cBasu st o6oux anroputmoB (S| u CIE) Obut BBenmeH oOmmii cTanmapT
dbopMUpOBaHHS TPYII B3aUMHO acCOLMHpPOBaHHBIX ayiened (G,), coraacHO KOTOPOMY,
B3aMMHO aCCOIMMPOBAHHBIE aJuleid O00pa3yloT OJHY TpyHIy, €cii MHOXKECTBa

3aBUCHMBIX OT HUX anneneﬁ, BKJIIO4Yada U CaM aJlJICIIb, ABJIAIOTCI NACHTUYHBIMMU.

HAI'
G, = a"|A"A,.cAG 4 ={a,a};=

da

i

=G, ={a,|{a, 4} ={a.4)

a,€G,

SApycHOCTB y3710B (MepapXus Y3JIO0BBIX YPOBHEH) U UX YIOPSIOYMBAHUE PACCUUTAHO
o CIENYIOIIeMy allfTOPUTMYy: B XOA€ UTEpaluu BbIOOpPKM amjenedd (y3lIoB), B
COOTBETCTBUHU C MATPHUIICH CMEXHOCTH, CPABHUBAIOTCS y3JIbl, YPOBEHb KOTOPBIX €IIE HE
OTIpEJICJICH WJU SIBIIsIeTCS TeKylmuM. Ha oHOM ypoBHE pacmojiaratroTcsi y3ibl, KOTOpHIE
HE SBJISIIOTCS HA4YaJIOM JIYTH K Yy3JIaM HEOMpeIeNIeHHOTO YpoBHs (00jiee BBHICOKOTO) WU
UMEIOT CMEKHBIM y3€J TEKYIETO YPOBHS (T.€. aJUIelIi COOTBETCTBYIONINE JAHHBIM y3J1aM
(Y37l OJTHOTO YpOBHSI) HE ACCOIMHPOBAHBI C AIIICISIMH, YPOBEHb KOTOPBIX €Ie HE
ompeienieH).

B MaremarndeckoM MpEICTaBICHUH, BBIBEICHHE HWEPAPXUUYECKOU CTPYKTYpBI

i>0 i-1
A7 cA .
OCHOBAHO Ha CJ'IGI[YIOHIGM HpI/IHHI/IHCI , COI'JIaCHO I(OTOpOMy KaXX1bIN y3€.]'[

(MHOXecTBO) A ypoBHs | (i>0) sBiIseTCS MOIMHOKECTBOM OJHOTO WM 0ojiee Y3JI0B
npeapaymero yposus (i-1). B cBoro odepens, U Kaa0ro y3ina (MHOXKecTBa) A ypoBHS

I (i>0), cipaBeTTHBBI CIIEAYIOIINE BRIPAKECHUS (IPUHIIHITBI, YCIOBHU):
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AP 47 (D)
A A7 @
14, ¢ 4, (11D
A4.NA4 =D (IV)
n=l 4
\ néO 4, = {aO JUERE ’an}’ ElA;;:e{O:n} = HAlie{O:nll;tk} V)

npu 3ToM YycioBue (V) BBIOMHSETCS TONBKO JUIS B3aMMHO acCCOIMHUPOBAHHBIX
ajutened. Takoe ynopsiOYMBaHHME y3JI0B OPUEHTHUPYET YW B HANPABICHUU KOPHS —
JTyTH, UCXOSIINE U3 Y3JI0OB BEPXHUX SIPYCOB HAMPABIEHBI K y3J1aM HUKHHUX SPYCOB.

JlepeBo paccuMTaHO METOJOM PEKYPCHBHOTO CIycKa (HHCXOASIIMNA pazbop) OT
y37I0B BBICIIETO ypoBHSI K KopHIO. Kopenb aepeBa (R) oOpa3zoBan myTeM 00BeAMHEHUS
y3JI0B HU3IIETO YPOBHS (HYJIEBOTO sIpyca) SIBJISIONINXCS HAYaJIOM MHOXKECTBA KOMITOHEHT

CBSI3HOCTH (J1eca):

R, ={an |4, =®}
RCIE={an|A;=®V(an€A7./\ai€An)}

rae A, €CTh MHOXKECTBO ajUlesiel, OT KOTOPBIX 3aBUCUT ajuiellb a, (OTpUIlaTeIbHas
cTeneHb y3na A, 0003HauaeT, YTO JaHHAs BEpIIMHA (AJUIeNb a,) SBIAETCA HAYaIoOM
UCXONAmux JAyr). Takum oOpa3oM, acCOIlMaTUBHBIC CBA3M MEXKAYy aJeisiMu
OpPUEHTHPOBAHbl B HAINpAaBICHUH KOPHS, B KOTOPOM CrpPYNIUPOBAHBI ajlieiu,
00BEIMHSIONTNE OT/ICIbHBIE KOMIIOHEHTHI CBSI3HOCTH (JIEPEBH).

JlaHHbBII MeTO/ BhIBeICHUS (PUIIOTEHUH U3 BCEX BO3MOXHBIX BAPUAHTOB TOTOJIOTHUU
BBIOMpAET Ty W3 HUX, KOTOpas COOTBETCTBYET HambOOJIee CUMMETPHUUYHOMY JIEPEBY C
MUHUMQJIBHOM  sipycHOCThIO. [lomydeHwe  TOMOJIOTMM  CUMMETPUYHOTO  JepeBa
MUHHUMAJIbHOW BBICOTHI OCYIIECTBIISECTCS Ha ATAle pacueTa MeXaJJIeIbHbIX acCOLMAIINI
(ycTaHOBIIGHUSI 3aBUCUMOCTEH MEXKAYy aJJIeJsIMHU) B XOJIe TEHEpPallMH MAaTPHIIBI
cMexXHOCTH. B xone mepBoi urepauuu (MEpBOro NpOXojAa IUKIA) aHATU3UPYIOTCS
JTUCThsA (a/IeTd TOCJIEIHETO YPOBHA N, XOTA H3HAYAJIBHO KOJWUYECTBO YPOBHEW HE

M3BECTHO) U OMPEAEISIeTC UX accoluanus (3aBUCUMOCTh OT) € aJlieNisiMU ypoBHs N-1.
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Jlanee acconuaiuy yCTaHABIMBAIOTCS MEXIY ajUIeISIMA YPOBHS N-1 U ajUICIsIMH YPOBHS
N-i-1 (i = mopsAKOBBI HOMEP MTEPAIIMK) WK, B Cilydae ucrnoib3oBanus anropurma CIE,
CO BCEMH OCTAJIbHBIMHM aJUICNIIMH, JOMYCTUMAas Ha JIaHHOW TiyOMHE IMKIa 4YacToTa
BCTPEYAEMOCTH KOTOPBIX C aJUIENIAMH JUBEPTUPYIOLIMMU W3 TOM K€ MO3ULUUU 4TO U
ananusupyemsiit > 0 (ucxoxas uz (V), gonyctuMmas, Ha JaHHOM TIIyOMHE IIMKIIA, YacTOTa
BCTPEYAEMOCTH ajUleNId dp,, B 3aBUCUMOCTH OT IIO3MLIMM ajulels &; paBHA
q(an)_ Z q(anaX)
{axeAlP(a,)=P(a;)} ).

[TokaxkeM, 4TO TpW 3aJaHHON TOIOJOTHH, JEPEBO C HAWMEHBIIECH BBICOTOU

SBIIICTCSA CUMMETPUYHBIM (T.K. OTKJIOHEHHE OT CUMMETPUHU YBEJIUYUBAET SIPYCHOCTH B

OJTHOM HaIlpaBJICHUU W yMmeHbmaer B apyrom). [lycte h(G) - ectb BwicoTa nepeBa

G(V.E,p):
h(G):=maxd(r,l),
r,l eV, ,deg” (r) =0,deg" (l)= 0

rne r w | amwenm KOpHS W JUCTHEB,
COOTBETCTBEHHO.

Torga BeicoTa (sipycHOCTh) nepeBa G paBHa MPOTSDKEHHOCTH CaMOW JIITUHHOM
BETBH, YTO COOTBETCTBYET HAMOOJBIIEMY pACCTOSIHHUIO OT KOpHS JO JIKCTa.
CnenosatenbHo, h(G)->min eciu Bce BETBH UMEIOT OJJMHAKOBYIO JUTHHY:

lim #(G)=min

a2t

[TockonbKy  mociieoBaTelIbHAas ~ OUBEpPreHUMs]  ajviened  (OTpakeHHas B
BEPTUKAJIBHOM PSAZlY Y3JIOBBIX YPOBHEH) ONpeIesieTCs] COTJIacHO MPUHIMIIAM BbIBEICHUS
UEepapxXuH, TO B Yy3JIaxX COCEIHUX YPOBHEH OJHOW (DUIOTEHETHYECKOW BETBU
PacroJI0KEHbI FAIJIOTUIIBI XapaKTEPU3YIOLUIUECT MUHUMAIBHBIM KOJIMYECTBOM Pa3Indnid,

KOTOPOC COOTBECTCTBYCT OAHOMY aJIJICTIIO UJIM aCCOMAlH.
A cA A, cA rA, 4=
L(4,)<L(4,)<L(4,)

rne L(A,) Bo3Bpamaer ypoBeHb, Ha

KOTOPOM pacIoJIOKEH y3el (aJjielib WM acCOLralus).
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[lockonbKy TMOSBICHHME HOBOM MyTaluu (HOBOTO ajUlelisl) COMPOBOXKAACTCS
BO3HUKHOBEHHEM HOBOW KOMOWHAIMU M3 MyTanuil (ajuieneif), a, cielaoBaTelbHO, U
HOBOTO TramjoTUna, TO JEpPeBO TalJIOTHUIOB MOXET OBbITh MOJYyYEeHO U3
COOTBETCTBYIOIIETO JepeBa amieneil. COopka rarioTura OCYIIECTBISETCS OT KaKJIOTO
y371a, HE MIPUHAJUICKAIIETO K "MePBUYHOMY TaruioOTUIlY", B COOTBETCTBUU CO CIAEAYIOITUM
IPABUIIOM:

H =4 u{an |H,[P(a,)|=@ra,ed4 rq(Ha,) ¢O}

IIPH 3TOM IMPEANOIAraeTcs, 4YTo

4 ={a,|a €4,AP(a,)% P(Va,, <4 )

,

MOCKOJABKY B TMPOTUBHOM ClIydyae »d3TO TNpHUBEACT K KOHBEPreHIHH (T.K.
BO3HUKHOBEHHE HOBBIX ajuleliell COMpOBOXKaaeTcs Oudypkanueid IUBEPrHPYIOLIETO
y371a).

Utepanust y3J10B OCYIIECTBIAECTCS IMOCIEIOBATEIbHO, HAUUHAS C BEPXHETO sipyca
(JTUCTHEB) B HANPABJICHUH KOPHS, U MOXET OBITH MPEXKIEBPEMEHHO 3aBEpIICHA, Kak
TOJIbKO OTIPEIETICHBI BCE TaIllJIOTHUIIBI U3 UCXOIHOU BBIOOPKH (OCTaBIIMECS Y3JIbI BOWIYT B
cocTaB "MepBUYHOTO rarmioTumna').

3apaHee ompeneNeHHbIH "TEPBUYHBIN TaruIOTUIN" HYXEH I TOTO YTOOBI
0003HAYUTH Y3JIbl (QJUIENIN), U3 KOTOPHIX HE HYKHO BBIBOAUTH TaruioTHIMBL. [l0CKOIBKY
raruioTUIIBl  BO3HUKAIOT B pe3yJbTaTe JUBEPreHIUMU HEKOTOpol  (MCXOJIHOM)
MOCJIEI0BATEIbHOCTH, TO U BBIBOAUTH TMAMUIOTUIBI HY>)KHO TOJIBKO U3 JTUBEPTHUPOBABIIMX
anneneil. Pa3paboTaHO HECKOJIBKO aTOPUTMOB JIJISl TPEIBAPUTEIILHOTO BBIUUCICHUS
"MepBUYHOIO rarioTumna", oJHaKo JJisi 0O0cueTa JCPEeBBhEB, MOJYUYCHHBIX B HACTOSIIEM

HCCIICAOBAHNH, UX IIPUMCHCHUC ABJIACTCA M30BITOYHBIM.

Metox ompeneneHus TamIoOrpyln W TPEANONIaraeMoro KOpHS Oa3upyeTrcss Ha
CIIEYIOMUX JONYHIeHUsIX. [ammoTunel MOTyT OBITH OOBEIMHEHBI B TarIOTPYIIBI 110
HaIM4Yuio obuero amiens (Mytanuu). TeopeTudyeckd, BBIOOPKY TaljOTUIIOB MOKHO
pa3AeTuTh Ha JIBE TaruIOTPYIIIEI 110 JTI000MY aJuIesio, OCHOBBIBASACH HA €0 HAJTHUUHU WIH
orcyrctBud. COTJIaCHO JMBEPTCHTHOW MOJEITH IBOJIOLWH, MOSIBICHUE HOBOW MyTalluu
(MM ONHOBPEMEHHO  HECKOJBKO  CIEIJICHHBIX ~ MyTaluil) B HCXOAHOMN

MOCJICOAOBATCIBHOCTU COIIPOBOXIACTCA €€ HHBGpFGHHHGﬁ Ha [OBEC (l)I/IJ'IOI‘GHeTI/ILIeCKI/IC
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BeTBU (Oudypkamnms), ogHa U3 KOTOPBIX COACPKUT MHTAKTHBIN (TPEIKOBBIN) ayjielnb, a
apyras —  MyTaHTHbIM.  Ilocnemyromass — auBepreHUus — IOCIENOBAaTEIbHOCTEN
COINPOBOKJAETCS PA3BETBIECHUEM ITHX JIBYX (PMIIOr€HETHUECKUX BeTBEH. B 3TOM cBA3M, B
KayeCcTBE Taruiorpymn MPUHSITH 1Be (PUIOT€HETUYECKUX BETBU, KOTOPhIE 00pa30BajIiCh
BO BpeMs MEpBUYHON JUBEPreHUMH MCXOJHOIO ramiotuna (IpearnoiaaraéMoro
"mepBuuHoro rartotuma", KopHs). COOTBETCTBEHHO, MHOXXECTBO TaIlJIOTUIIOB
pacnpenensiercss Mo TramiorpynnamM B 3aBUCUMOCTH OT HaJIM4YMs MHTAKTHOIO WIIU
MYTaHTHOTO ajuies, MO0 KOTOpPOMY HpOU30ILIa NEepBUYHAs AuBepreHius. OpHako,
MIOCKOJbKY HCXOJHBIA TaIUIOTUIl SIBIASETCA OJHUM W3 TAaIUIOTUIIOB TEPBUYHOMN
JTUBEPreHLMd, TO OIpPEAEIUTh KOPEHb, OCHOBBIBASACH JMIIb Ha (PUIOr€HETHYECKOU
CTPYKTYp€, HEBO3MOXKHO, MOCKOJIbKY BCe (PUIIOT€HETHYECKHE BETBU OEpyT Hayaiao OT
rarioTUIIOB MEPBUYHON TUBEPIEHIINH.

Ornpenenenue MpeanonaraéMoro ramjioTHNa-KOpHsS OCHOBAaHO Ha OMpENETICHUU
HAIpaBJICHUS SBOJIOLNUU TamwioTUNOB. [lOCKONBbKY B TamjioTHIAaX COOTBETCTBYIOIIKE
aJUIeId TPEACTABJICHbl AHAJIOTMYHBIMA YYacCTKaMH T'€HOMA, HOCHUTEISIMH KOTOPBIX
SBIIIOTCS] TPEJCTABUTEM TAaKCOHAa OJHOTO (K TOMY € HHU3KOro) panra (poj, BUJ),
KOTOpBIE  HAxoJATCd B  OTHOCUTEIBHO  OJHOPOAHBIX  YCJIOBHSIX  SBOJIIOIUHU
(xapakTepu3yroTCs OJMHAKOBOM YAacTOTOM MyTauMid U HCHBITHIBAIOT OJIMHAKOBOE
NaBJIEHUE ECTEeCTBEHHOro oT0opa), TO MPENAINoJaraeTcsi, 4YTO TEMIl 3BOJIOLUU
UCCIIEIyeMBIX TaIUIOTHIIOB Takke mnogoOeH. CremoBaTenbHO, 4eM OOJIblle BpPEeMEHU
IPOLUIO C MOMEHTA BOSHUKHOBEHHS TaIlJIOTHUIA, TEM 00Jiee IUPOKO OH PACIpPOCTPAHEH U
TeM Oonblee KOJIWYECTBO MPOM3BOAHBIX TalVIOTUIIOB OT HEro MpOUCXOAAT (Ipu
OJIMHAKOBBIX YCJIOBUSX JCHCTBHUA O3BOJIOIUOHHBIX (hakTopoB). Takum oOpasom,
rarioTUNbl, GOPMHUPYIOIIME TarIOrPyNnbl B XOA€ MEPBUYHON JAUBEPTreHIUU SIBISIOTCS
0oJiee MUPOKO PaCIPOCTPAaHEHHBIMU M, YTO OOjiee Ba)XKHO, 00pa3yroT OOJbIIEE YHCIIO

IMPOU3BOJHLIX I'allJIOTUIIOB.
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Ipuaoxenue 6. 'amnorun u ramorpynna Ppd-Alb B oopa3unax 12 Buios

HOJ'IHHJIOI(HOﬁ NIICHHU I bI

IamioTun u ransorpynna Ppd-Alb B o6pa3uax rekcanionaHoii meHnbI

Bun Ha3Banue l'angorun  TI'angiorpynmna
o0pa3ua Crpana
(coprta) ID

Triticum Eritroleucon Ukraine Hap-1 All

aestivum L. 503
Kharkivska 26 96007019 Ukraine Hap-4 Al
Stavys ka 04007042 Ukraine Hap-4 Al
Krasa Polissia 00007022 Ukraine Hap-1 All
Etiud 03007029 Ukraine Hap-3 All
Katiusha Ukraine Hap-1 All
Yevdokiia 04007043 Ukraine Hap-1 All
Elehiia 00007023  Ukraine P-4 Al
myronivs ka
Azhurnaia 03007028 Ukraine Hap-1 All
Akmolinsa 1 Ukraine Hap-4 Al
Druzjba Ukraine Hap-3 All
Skorospilka99 99007010 Ukraine Hap-3 All
Rannia 93 93007063 Ukraine Hap-1 All
struna 05007057  Ukraine P-4 Al
myronivs ka
Dniprianka Ukraine Hap-1 All
Anshlah 06007047 Ukraine Hap-3 All
Vitka Ukraine Hap-3 All
Heroinia 02007036 Ukraine Hap-4 Al
Aranka 04007027 Ukraine Hap-4 Al
Siuita 04007047 Ukraine Hap-3 All
Kharkivs’ka30 99007009 Ukraine Hap-4 Al
Torchyns'ka Ukraine Hap-4 Al
Kolektyvna 3 96007002 Ukraine Hap-4 Al
Sribnianka Ukraine Hap-4 Al
Skorospilka 95 Ukraine Hap-4 Al

Triticum 23824 Pl 115818 India Hap-1 All

sphaerococcum 52 Cltr 8610 China Hap-1 All

Percival S-49 Pl 182118 Pakistan Hap-1 All
2531 P1 190982 Belgium Hap-1 All
Sahari M.3 P1191301 Portugal Hap-1 All
1-1-3572 P1 272580 Hungary Hap-1 All
Acarp Pl 277142 India Hap-1 All
971 P1278650 UK Hap-1 All
219 P170711 Iraq Hap-1 All
112 P1 83402 China Hap-1 All
- Pl 324492 India Hap-1 All
Type No. 4 Pl 40941 Pakistan Hap-1 All
125 P142013 India Hap-1 All
S 2130 Pl 277141 Germany Hap-1 All
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Bun Ha3Banue l'angorun  TI'angorpynna
o0pa3ua Crpana
(coprta) ID
Cl 12212 Pl 168685 USA Hap-1 All
Cl 17737 Cltr 17737  USA Hap-1 All
Rubriglabrum UA0300243 Pakistan Hap-1 All
Tumidum UA0300244 India Hap-1 All
Triticum Gluclub Pl 114638 Australia Ppd-Ala.4
compactum PS 1785-847 Pl 186391 China Hap-1 All
Host Velino Pl 157920 Italy Al
Ostka Hap-3 All
Skomoroska P1 129523 Poland
South Hap-3 All
Spitskop P1159101  Africa
Kanak Pl 164160 India Ppd-Ala.4
H23H 13385 Pl 191542 Portugal Al
1413-1 P1211701 Turkey Al
Aleppo 23 Pl 278541 Syria Hap-3 All
Kozha Bidai Pl 262666 Kazakhstan Al
Premier Pl 278581 UK Al
Bivona P1294567 USA Hap-1 All
Herrison Sans Hap-1 All
Barbe Pl 294892 Bulgaria
Rouge de la Al
Gruyere Pl 352298 Switzerland
Tiroler Fruhe Al
Binkel P1 352302 Austria
Ble DAwvril P1 352306 France Hap-3 All
DN-2263 P1 361807 Denmark Al
WA44A Pl 410652 Pakistan Hap-3 All
134 P1436279 Chile Hap-3 All
Termok P141023 Kyrgyzstan Al
Erinaccum UA0300240 Armenia Al
Grizeoicterinum UA0300245 USA Hap-1 All
Triticum Duhamelianum, Al
spelta L Frankenkorn UA0300103 Australia
Duhamelianum, Al
NSS 1/02 UAO0300259 Serbia
Album, NSS Al
1/01 UAO0300246 Serbia
Caeruleum,
Tridentina UA0300218 Italy
Album UA0300304 Australia Al
Bearded Spelt P1 168680 USA Hap-3 All
Lignee 10 P1 190960 Belgium Al
2670 P1 190962 Italy Al
Spelta Al
Hohenheim P1190963 Portugal
Album Pl 221419 Serbia Al
85 Pl 225271 Iran Hap-1 All
1-1-599 P1272573 Hungary Al
Stauderers P1286048 Germany Al
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Bun Ha3Banue l'angorun  TI'angorpynna
o0pa3ua Crpana
(coprta) ID
Markus
Gruzia Pl 295056 Bulgaria Hap-3 All
2943 P1 306550 Romania Al
- P1323438  Austria Al
Coeruleum P1 330558 UK Al
Altgold Pl 347850 Switzerland Al
6976.602 Pl 348428 Spain Al
26867-302Y- Hap-1 All
300M-0Y P1 520066 Mexico
WIR 52470 P1572914  Tajikistan Hap-1 All
Altgold P1 355629 Switzerland Al
Babenhauser Al
Rotvesen P1 355633 Germany
6926.884 P1 348700 Spain
Triticum 1-1-2710 Pl 272554 Hungary Hap-3 All
macha Dekapr  Letshchumicum Pl 352466 FSU Hap-3 All
6975.190 Pl 355511 Russian Al
6925.193 P1 355514 Switzerland  Hap-3 All
DN-2378 Pl 361862 Denmark Al
Gbh32 P1 428146 Sweden Al
G866 P1428178 Italy Al
G1569 P1428179 Iran Al
H86-708 P1 542466 USA Al
WIR 29576 P1 572905 Georgia Al
Triticum WIR 29533 Pl 326319 Armenia Hap-3 All
vavilovii - P1 428342 Sweden Al
Jakubz - P1 428343 Sweden Hap-3 All

Pl, Cltr — obpa3mer u3 National Plant Germplasm System (NPGS, http://www.ars-
grin.gov/cgi-bin/npgs)
UA — oopasust u3 National Centre for Plant Genetic Resources of Ukraine
(yuriev1908@gmail.com)



221

Tanorun u ramorpynna Ppd-Alb B o0pa3uax TeTpaniouiHOM MIeHHIbI

Bun HasBanmue ID Crpana Tamumorun Tamnorpynma
oOpasua (copra)
Triticum 11891 Pl 115817 Georgia Al
carthlicum - P1168672 China Al
Nevski 7282 Pl 182471 Turkey Al
3772 P1190949 Portugal Al
[-1-2715 P1272521 Hungary Al
CPI 2679 P1 283887 Iran Al
- P1286070 Poland Hap-3 All
WIR 32510 P1 341800 Russian Al
WIR 13810 P1349040 Armenia Al
T-1513 P1 352279 FSU Al
H83-1579 P1 532502 USA Al
H83-1538 P1 532505 Canada Al
H84-558-3 P1532512 UK Al
Triticum - P1233288 Israel Hap-1, Hap-4 Al, All
dicoccoides DS-9 Pl 256029 Spain Al
Korn 84 Pl 266841 UK Hap-3 All
1-1-2708 P1 272582 Hungary Al
Vavilovii Pl 352322 Lebanon Al
Kotschyi Pl 352323 Asia Minor Hap-1 All
Spontaneo PI 352325 Switzerland Al
villosum
Spontaneo Pl 352326 Germany Al
villosum
Psendogord P1362036 Romania Al
G2041 P1428018 Turkey Al
A-54 Pl 466941 Syria Hap-13 All
Namuricum UA0300256 Jordan Al
Triticum 2323A P1190920 Portugal
dicoccum 2467 P1190921 Belgium Hap-3 All
Schrank Escanda de P1191091 Spain Al
Malvedo
119 P1276015 Spain Al
. Russian, Al
Serbicum UA0300183 UDM
- UA0300013 Syrian Al
- UAO0300003 Germany Al
- UA0300082 Germany Al
Aeruginosum UA0300027 Russian Al
Pychurum UA0300083 Germany Al
Unimiegei UA0300212 Morocco Al
Atratum UA0300214 USA Hap-3 All
Triticum 452 P194732 Italy Al
durum 454 P194733 Ethiopia Al
Desf. 409 P194710 FSU Al
434 P194722 Asia Minor Al
429 P194721 Portugal Hap-12 All
427 P194720 Spain Al
Melanopus 69 P194729 Russian Al
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Bun Ha3Banue D Crpana Tamnorun T@ansorpynma
o0pa3ua (copra)
424 P194578 Egypt Al
359 P1 94692 Syria Al
394 P194705 Palestine Al
Khandwa P18898 India Al
Marching No. 8  P181792 Japan Al
N-85 P1 79900 China Al
- P188737 Greece Al
2912 P1 74830 China Al
Abd-el-Kader P17653 Tunisia Al
OR2010539 P1 655432 USA Hap-3 All
Mongolian Cltr 10024 USA Al
Xg‘é'ega Zitelll o 15100 taly Al
Wascana Cltr 15280 Canada Al
Royal de Almena Cltr 15278 Argentina Al
Hazera 1203 Cltr 15274 Israel Al
Triticum Martinari Pl 134945 Portugal Hap-4 Al
polonicumL.  Mika P1167622 Turkey Hap-4 Al
Polonicum Pl 185309 Argentina  Hap-4 Al
Sin El-Pheel Pl 208911 Iraq Hap-4 Al
7959 P1210845 Iran Hap-4 Al
Tafeelih Riti P1223171 Jordan Hap-4 Al
3002 Pl 245663 Afghanistan Hap-4 Al
2719 Pl 254214 India Hap-4 Al
88 P1 266846 UK Hap-4 Al
1-1-3496 Pl 272564 Hungary Hap-4 Al
Assyrian Rye Pl 29447 Ukraine Hap-4 Al
2939 Pl 306548 Romania  Hap-4 Al
WIR 42758 P1 349052 Azerbaijan Hap-4 Al
T-742 Pl 352487 Germany  Hap-4 Al
Mirabella Pl 352488 Italy Hap-4 Al
T-1515 Pl 352489 Cyprus Hap-4 Al
42-1 P1 384265 Ethiopia Hap-4 Al
Maik P1585015 China Hap-4 Al
- 1U035200 Netherlands Hap-4 Al
Chrysosperhum  UA0300219 Syrian Hap-4 Al
Triticum Coles Selection  Cltr 13712 USA Hap-3 All
turgidum L. R70 Cltr 14445 Ethiopia Al
C17688 Cltr 7688 Russian Hap-3 All
H 33 A 12729 P1 191579 Portugal Al
Zerdakia Pl 208912 Iraq Al
Seyed Zia P1 210372 Iran Al
1024-1 P1211705 Turkey Hap-3 All
Halcon Pl 213571 Argentina Al
Gandum P1220356 Afghanistan Hap-3 All
Centigramun Pl 221422 Serbia Hap-3 All
Yellow Jarash Pl 223173 Jordan Al
Bufala Nera Pl 264954 Italy Al
504 Pl 264991 Greece Al
94 Pl 266851 UK Al
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Bun Ha3Banue D Crpana Tamnorun T@ansorpynma
o0pa3ua (copra)
1-1-2274 P1 272496 Hungary Al
Dalmatia 4 Pl 278596 Croatia Hap-3 All
Dziwo P1286075 Poland Al
Cl 3119 Pl 28655 Spain Al
Blagunzi Pl 295011 Bulgaria Al
2960 P1 306561 Romania Al
1584a P1 32039 China Al
- P1 323440 Austria Al
412-1V/65 P1 345413 BAG Al
Mauri Pl 347135 Afghanistan Al
778-VII/17 P1 350154 Macedonia Al

Pl, Cltr — oOpas3uer u3 National Plant Germplasm System (NPGS, http://www.ars-
grin.gov/cgi-bin/npgs)

UA - oopasusl u3 National Centre for Plant Genetic Resources of Ukraine
(yuriev1908@gmail.com)
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Mpuioxenune 7. Pesyabtarel IIIP in silico ¢ mapoii npaiimepoB durum_Ag5del F2 /
durum_Ag5del_R2

AHaJan3upyembie 00pa3ubl

Bux \ O6paszen (NCBI ID)

AB745571, AB745570, AB745569, AB745568, AB745567, AB745566,
AB745565, AB745564, AB745563, AB745562, AB745561, AB745560,
AB745559, AB745558, AB745557, AB745556, AB745555, AB745554,

T. urartu AB745553, AB745552, AB745551, AB745550, AB745549, AB745548,
AB745547, AB745546, AB745545, AB745544, AB745543, AB745542,
AB745541, AB745540, AB745539, AB745538, AB745537, AB745536,
AB745535

AB745534, AB745533, AB745532, AB745531, AB745530, AB745529,

T. monococcum  Ap245508 AB745527. AB745526

AB746329, AB745581, AB745580, AB745579, AB745578, AB745577,
AB745576, AB691807, AB691827, AB691828, AB691829, AB691830,
AB691831, AB691824, AB691823, AB691821, AB691820, AB691818,
AB691817, AB691816, AB691815, AB691813, AB691811, AB691812,
AB691814, AB691819, AB691822, AB691825, AB691810, AB691809,
AB691808, KF834263, KF834262, AB746330

T. dicoccoides

AB745587, AB745584, AB745583, AB745582, AB745574, AB691786,
AB691869, AB691870, AB691868, AB691866, AB691867, AB745588,
AB691865, AB691864, AB691859, AB691860, AB691861, AB691858,
AB691862, AB691863, AB691857, AB691850, AB691851, AB691852,
AB691853, AB691854, AB691855, AB691856, AB691849, AB691847,

T. turgidum AB691848, AB691846, AB691845, AB691843, AB691844, AB745585,
AB745586, AB691842, AB691841, AB691840, AB691839, AB691833,
AB691834, AB691835, AB691836, AB691837, AB691832, AB691826,
AB691805, AB691838, AB691785, AB691782, AB691783, AB691784,
AB691801, AB691802, AB691803, AB691804, AB691806, EU117148,
EU117147

AB745525, AB745524, AB745523, AB745522, AB745521, AB745520,
T. timopheevii AB745513, AB745510, AB745519, AB745518, AB745517, AB745516,
AB745515, AB745514, AB745512, AB745511
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Bun

Oopa3zen (NCBI ID)

. durum

AB691934, AB691935, AB691924, AB691927, AB691929, AB691936,
AB691937, AB691926, AB691923, AB691930, AB691925, AB691928,
AB691931, AB691932, AB691933, AB691922, AB691919, AB691913,
AB691914, AB691911, AB691904, AB691901, AB691896, AB691892,
AB691893, AB691887, AB691877, AB691878, AB691881, AB691882,
AB691897, AB691900, AB691876, AB691875, AB691874, AB691872,
AB691871, AB691873, AB691915, AB691920, AB691879, AB691880,
AB691883, AB691884, AB691885, AB691886, AB691888, AB691889,
AB691890, AB691891, AB691894, AB691895, AB691898, AB691899,
AB691902, AB691903, AB693038, AB691916, AB691918, AB691921,
AB691917, AB691906, AB691905, AB691907, AB691908, AB691909,
AB691910, AB691912, KF834264, KF758437

. carthlicum

AB691791, AB691787, AB691788, AB691789, AB691790

. ispahanicum

AB745572, AB745573

. polonicum

AB691799, AB691800

. turanicum

AB691795, AB691797, AB691798, AB691792, AB691793, AB691794,
AB691796

. aestivum

AB646972, DQ885753

. Sphaerococcum

KF834266

. spelta

KF834265

—|—| = |A] = |4

. compactum

KF834261

YacroThl BeTpeuaeMocTH (pparmMenToB BupryasabHoii ITHP

1..452 bp.(230) - 92.74% [N
2.453bp.(9)-3.63% ||

3.456 bp.(9) - 3.63% |||

Nnentudukanus in SilicCO aMIJIMKOHOB B pa3JIMYHbIX BHAAX MIIEHHIIbI

Buj (komvecTBo 06pa3ioB)

‘ JliuHa aMIUIMKOHA (KOJHYeCTBO)

A4 A A4 A4 4 A4 -4-4 -

. dicoccoides

. turgidum
. urartu
. monococcum

. timopheevii

. aestivum

durum

. carthlicum

. ispahanicum

. polonicum

. turanicum

. Sphaerococcum
. Spelta

452 (33) - 97.06%
453 (1) - 2.94%
452 (61) - 100%
452 (37) - 100%
456 (9) - 100%
452 (8) - 50%
453 (8) - 50%
452 (2) - 100%
452 (70) - 100%
452 (5) - 100%
452 (2) - 100%
452 (2) - 100%
452 (7) - 100%
452 (1) - 100%
452 (1) - 100%
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Buj (kosmyecTBo 00pa3ios) \ JltuHa aMIJIMKOHA (KOJIHYeCTBO)

T. compactum 452 (1) - 100%

Tamorunsi ppd-Alb

I'anaorun KomoOuHanusa ajieiei

Hap-1 21T-54C-60T-130C-149C-172C-180G-254G-258C-315G-317C-329C-341C
Hap-2 21T-54C-60T-130T-149C-172C-180G-254G-258T-315G-317C-329C-341C
Hap-3 21T-54C-60T-130C-149C-172C-180G-254C-258C-315G-317T-329C-341C
Hap-4 21T-54C-60T-130C-149C-172G-180G-254G-258T-315G-317C-329C-341C
Hap-5 21T-54C-60T-130C-149C-172C-180G-254G-258T-315C-317C-329C-341C
Hap-6 21T-54C-60T-130C-149C-172C-180G-254G-258C-315G-317T-329C-341C
Hap-7 21T-54C-60T-130C-149C-172C-180G-254G-258T-315G-317C-329C-341C
Hap-8 21T-54C-60C-130C-149C-172C-180G-254G-258T-315G-317C-329C-341C
Hap-9 21T-54C-60C-130C-149T-172C-180G-254G-258T-315G-317C-329C-341C
Hap-10 21T-54T-60C-130C-149C-172C-180G-254G-258T-315G-317C-329C-341C
Hap-11 21C-54C-60T-130T-149C-172C-180G-254G-258T-315G-317C-329C-341C
Hap-12 21T-54C-60T-130C-149C-172C-180C-254G-258C-315G-317C-329C-341C
Hap-13 21T-54C-60T-130C-149C-172C-180G-254G-258C-315G-317C-329A-341T

HNnenTudukanmus ranjoTunoB mo AanabiM in silico IHP (moryT 0bITH
HCIOJIb30BaHbI B KauecTBe pedepeHCHbIX).

I'anjgorun

Oopa3sen (NCBI ID)

Hap-1

AB746329, AB745581, AB745580, AB745576, AB646972, AB691841, AB691840,
AB691839, AB691826, AB691818, DQ885753, KF834266, KF834265, KF834261

Hap-2

AB745587, AB745513, AB691846, AB691845, AB691843, AB691844, AB745572,
AB745573, AB745585, AB745586, AB691842

Hap-3

AB745584, AB691807, AB691876, AB691857, AB691850, AB691851, AB691852,
AB691853, AB691854, AB691855, AB691856, AB691849, AB691827, AB691828,
AB691829, AB691830, AB691831, AB691833, AB691834, AB691835, AB691836,
AB691837, AB691832, KF834262

Hap-4

AB745583, AB745582, AB745574, AB691934, AB691935, AB691924, AB691927,
AB691929, AB691936, AB691937, AB691926, AB691923, AB691930, AB691925,
AB691928, AB691931, AB691932, AB691933, AB691922, AB691919, AB691791,
AB691913, AB691914, AB691911, AB691786, AB691904, AB691901, AB691896,
AB691887, AB691877, AB691878, AB691881, AB691882, AB691897, AB691900,
AB691875, AB691872, AB691871, AB691869, AB691870, AB691868, AB691866,
AB691867, AB745588, AB691865, AB691864, AB691859, AB691860, AB691861,
AB691873, AB691858, AB691862, AB691863, AB691847, AB691848, AB691824,
AB691811, AB691812, AB691814, AB691819, AB691822, AB691825, AB691915,
AB691920, AB691810, AB691809, AB691808, AB691805, AB691799, AB691795,
AB691797, AB691798, AB691838, AB691879, AB691880, AB691883, AB691884,
AB691885, AB691886, AB691888, AB691889, AB691890, AB691891, AB691894,
AB691895, AB691898, AB691899, AB691902, AB691903, AB693038, AB691792,
AB691793, AB691794, AB691796, AB691800, AB691916, AB691918, AB691921,
AB691917, AB691787, AB691788, AB691789, AB691790, AB691906, AB691785,
AB691782, AB691783, AB691784, AB691801, AB691802, AB691803, AB691804,
AB691806, AB691905, AB691907, AB691908, AB691909, AB691910, AB691912,
EU117148, EU117147, KF758437

Hap-5

AB745579, AB691815

Hap-6

AB745578, AB745520, AB745510, AB691823, AB691821, AB691820, AB691813
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Taniorun Oopa3zen (NCBI ID)

Hap-7 AB745577, AB691816

AB745571, AB745570, AB745569, AB745568, AB745567, AB745566, AB745565,
AB745564, AB745563, AB745562, AB745561, AB745560, AB745559, AB745558,
AB745557, AB745556, AB745555, AB745554, AB745553, AB745552, AB745551,
AB745550, AB745549, AB745548, AB745538, AB745537, AB745536, AB745535

Hap-8

Hap-9 AB745547, AB745546, AB745545

Hap-10  AB745544, AB745543, AB745542, AB745541, AB745540, AB745539

Hap-11 ~ AB745525, AB745524, AB745523, AB745522, AB745521

Hap-12  AB691892, AB691893, AB691874, KF834264

Hap-13  AB691817, KF834263

YacToThl BCTPCIACMOCTH IranjioOTUIIOB

TI'anuiorun Yacrora (KoJ1u4ecTBO 00pa31oB)
Hap-1 6.09% (14)
Hap-2 4.78% (11)
Hap-3 10.43% (24)
Hap-4 53.04% (122)
Hap-5 0.87% (2)
Hap-6 3.04% (7)
Hap-7 0.87% (2)
Hap-8 12.17% (28)
Hap-9 1.3% (3)
Hap-10 2.61% (6)
Hap-11 2.17% (5)
Hap-12 1.74% (4)

Hap-13 0.87% (2)
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Ipuaoxenue 8. PacnpocTpanenne ramaorpynn Ppd-Alb

I'eorpaduueckoe pacnpocrpanenne ramjgorpynn Ppd-Alb B o6pasna

NMpoaHAIN3UPOBAHHBLIX B HACTOAIIIEM HCCIICTOBAHUA

Crtpana

I'annorpynna Al

Iannorpynna All

Afghanistan
Argentina
Armenia
Asia Minor
Australia
Austria
Azerbaijan
BAG
Belgium
Bulgaria
Canada
Chile
China
Croatia
Cyprus
Denmark
Egypt
Ethiopia
France
FSU
Georgia
Germany
Greece
Hungary
India

Iran

Iraq

Israel

Italy

Japan
Jordan
Kazakhstan
Kyrgyzstan
Lebanon
Macedonia
Mexico
Morocco
Netherlands
Pakistan
Palestine
Poland
Portugal
Romania
Russian

UORORRFR I PRI RPRRPRPRPORNREPNRANONNNDN T WRNNRE O  NRPRPRRPREPARENDWN
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Crpana

I'annorpynna Al

TIannorpynna All

SCG

Serbia
South Africa
Spain
Sweden
Switzerland
Syria
Tajikistan
Tunisia
Turkey

UK
Ukraine
USA

P UORAR, I NANOO T PN

ORI RPN R R R

PacnpocTtpanenne ramiorpynn Ppd-Alb B moJun/ionaHoii mimeHnme

HJ'IOI/U]HOCT]) NIICHU I bI

I'ekcamionnuas
TerparutoniHas
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I'eorpaduueckoe pacnpocrpanenne ramaorpymnn Ppd-Alb (0606menHbIe JaHHBIE C

pesyabTaTamu in silico ITI{P)

Crpana I'angorpynma Al I'anaorpynmna All

Afghanistan 2
Algeria -
Argentina
Armenia
Asia Minor
Australia
Austria
Azerbaijan
BAG
Belarus
Belgium
Bulgaria
Canada
Chile
China
Croatia
Cyprus
Czech Republic
Denmark
Egypt
Eritrea
Ethiopia
Former Yugoslavia
France

FSU
Georgia
Germany
Greece
Hungary
India

Iran

Iraq

Israel

Italy

Japan
Jordan
Kazakhstan
Kyrgyzstan
Lebanon
Libya
Macedonia
Malta
Mexico
Moldova
Morocco
Netherlands
Oman
Pakistan

[ SNy S

L N LU LS I G I ey O |

-

1 O NEFPON ! P 1T WNEFE W

= N

PNPRPWR I PRPROoORPPOoPoOoOToNNooNvkRrRrRRoWRW O VNRPRPPORPRPOWRE®
R



231

Crpana

I'annorpynna Al

TIannorpynna All

Palestine
Poland
Portugal
Romania
Russian
Saudi Arabia
SCG

Serbia

South Africa
Spain
Sweden
Switzerland
Syria
Tajikistan
Tunisia
Turkey

UK

Ukraine
USA

rloBw v E T PR OO WE

RN PR RR, RPN RPN




232

IIpunoxenue 9. YacToThl aMILIUKOHOB y4acTKa MPOMOTOpPAa U 3k30Ha-1 rena PPD-

Bl B pa3au4yHBIX BUAAX MOJHILIOWIHOM MIIEHNIbI, 0 pe3yabTaTtaMm in silico ILP ¢

napoii npaiimepos TaPpd-BlproF1-TaPpd-BlintlR1

Bun

YacToTra aMIJINKOHOB

Bun

YacToTa aMIINKOHOB

T. aestivum (10)

1292 1. (9) - 90%
1600 m.1. (1) - 10%

T. polonicum (2)

1292 n.1. (1) - 50%
1319 1. (1) - 50%

T. carthlicum (5)

1292 1. (4) - 80%
1319 1. (1) - 20%

T. turanicum (7)

1292 m.H. (2) - 28.57%
1295 n.u. (1) - 14.29%
1319 m.H. (4) - 57.14%

T. dicoccoides (19)

1101 m.u. (1) - 5.26%
1292 n.1. (13) - 68.42%
1295 m.u. (1) - 5.26%
1309 m.u. (1) - 5.26%
1316 m.u. (1) - 5.26%
1319 1. (2) - 10.53%

T. turgidum (9)

1292 1. (9) - 100%

T. durum (69)

0 (1) - 1.45%

1292 m.u. (35) - 50.72%
1295 m.m. (4) - 5.8%
1316 m.m. (5) - 7.25%
1319 .. (24) - 34.78%

T. dicoccum (45)

1086 m.1. (4) - 8.89%
1282 n.u. (1) - 2.22%
1291 n.H. (1) - 2.22%
1292 n.u. (37) - 82.22%
1319 n.H. (2) - 4.44%
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Ipunoxenue 10. UnenTudukanus ranjioTunos u ramiorpynnsl rena PPD-B1 B

TeTpaHJIOI/lIIHOﬁ MNIIIeHuIe

III{P-ananu3 ¢ mapoii npaiimepos TaPpd-BlproF1 u TaPpd-BlintlR1

Bun ID JanHHa Ianorpynmna
aMILIMKOHA
(m.H.)
P1190920, P1 190921, PI 191091, PI 276015, 1292 BI

T. dicoccum UA0300183, UA0300013, UA0300003,
UA0300082, UA0300027, UA0O300083,
UA0300212, UA0300214

P1 233288, PI 352323, P| 352325, P| 428018 1292 BI
N cooides P1272582 1309 BII

PI 256029, PI 266841, PI 352322, Pl 362036, 1319 BII

UA0300256

PI 466941 1101 BII

PI 94733, PI 94710, PI 94721, P| 94720, Pl

94692, P1 8898, P| 81792, PI 88737, Cltr 1292 BI

T. durum 10024, Cltr 15280, Clitr 15278

P194732, P194722, P194729, PI 94578, Pl
94705, P1 79900, Pl 74830, Pl 7653, PI 1319 BII
655432, Clitr 15100, Citr 15274

Pl, Cltr — oopasusr u3 National Plant Germplasm System (NPGS, http://www.ars-
grin.gov/cgi-bin/npgs)

UA — oopasust u3 National Centre for Plant Genetic Resources of Ukraine
(yuriev1908@gmail.com)

[MTI[P-ananu3 ¢ mapoii npaiimepoB TaPpd-BlproinF1 u 206bp del 25 R1

Jduuna
Bun ID aMILIMKOHA I'anutorpynn

(m.H.) a

P1 115817, P1 168672, Pl 182471, P1 190949,

T. carthlicum PI 272521, Pl 283887, P1 286070, P1 341800,

P1 349040, P1 352279, PI 532502, Pl 532505, 874 BI

Pl 532512

P1 134945, P1 167622, P1 185309, P1 208911,

P1 223171, P1 306548, Pl 352487, P1 3524809, 874 BI

P1 384265, PI 585015, UA0300219

T. polonicum  PI 210845, Pl 245663, Pl 254214, P1 266846,
P1 272564, P1 29447, P1 349052, Pl 352488, 898 BII
1U035200
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T. turgidum

Cltr 13712, Cltr 7688, P1 191579, P1 208912,

P1210372, Pl 211705, Pl 213571, Pl 220356,

P1 221422, P1 223173, Pl 264954, P1 266851,

P1272496, Pl 278596, Pl 286075, P1 28655, 874
P1306561, PlI 32039, Pl 323440, Pl 345413,

P1347135, Pl 350154

BI

Cltr 14445, P1 264991, P1 295011 898

BII




Ipunoxenune 11. Ansenbubie BapuanTel reHoB VRN-AL u VRN-B1 naentudgunupoBannbie B pa3JiM4HbIX BUAAX MOJUIIOMIHOI

NIIEeHHUIbI

Astean renoB VRN-AL u VRN-B1 nupentuduumupoBantbie B reKcanJonIHOH MIeHUIIe

Bup Ha3zBanme o0pa3ua ID Crtpana VRN-A1 VRN-B1
(copta) ajesb ajjiesib (BApUAHT MOCJIe10BATEIbHOCTH
MpoMoTOpa)
Triticum 23824 Pl 115818 India vrn-Al vrn-B1 (VRN-B1.f)
sphaerococcum 52 Cltr 8610 China vrn-Al vrn-B1 (VRN-B1.f)
Percival. S-49 Pl 182118 Pakistan vrn-Al vrn-B1 (VRN-B1.f)
2531 P1 190982 Belgium vrn-Al vrn-B1 (VRN-B1.f)
Sahari M.3 P1 191301 Portugal vrn-Al vrn-B1 (VRN-BL1.1)
[-1-3572 Pl 272580 Hungary vrn-Al Vrn-B1lc (VRN-B1.f)
Acarp Pl 277142 India vrn-Al vrn-B1 (VRN-B1.f)
971 P1 278650 UK vrn-Al vrn-B1 (VRN-BL1.f)
219 Pl 70711 Iraq vrn-Al vrn-B1 (VRN-BL1.f)
112 Pl 83402 China vrn-Al vrn-B1 (VRN-B1.f)
- Pl 324492 India vrn-Al vrn-B1 (VRN-B1.f)
Type No. 4 P140941 Pakistan vrn-Al vrn-B1 (VRN-BL1.1)
125 Pl 42013 India vrn-Al vrn-B1 (VRN-B1.f)
S 2130 Pl 277141 Germany vrn-Al vrn-B1 (VRN-B1.f)
Cl 12212 Pl 168685 USA vrn-Al vrn-B1 (VRN-B1.f)
Cl 17737 Cltr 17737 USA vrn-Al vrn-B1 (VRN-B1.f)
Rubriglabrum UA0300243 Pakistan vrn-Al vrn-B1 (VRN-B1.f)
Tumidum UA0300244 India vrn-Al vrn-B1 (VRN-B1.f)
Triticum Gluclub Pl 114638 Australia Vrn-Alb.6 Vrn-Bla (VRN-BL1.1)
compactum PS 1785-847 Pl 186391 China vrn-Al vrn-B1 (VRN-B1.f)
Host. Velino P1 157920 Italy vrn-Al vrn-B1 (VRN-B1.f)

Gee



Ostka Skomoroska Pl 129523 Poland vrn-Al vrn-B1 (VRN-B1.f)
Spitskop P1 159101 South Africa vrn-Al Vrn-Bla (VRN-B1.1)
Kanak Pl 164160 India Vrn-Alb.6 Vrn-Bla (VRN-BL1.f)
H 23 H 13385 Pl 191542 Portugal Vrn-Alb.6 vrn-B1 (VRN-B1.s)
1413-1 P1211701 Turkey vrn-Al vrn-B1 (VRN-BL1.1)
Aleppo 23 Pl 278541 Syria vrn-Al Vrn-Bla (VRN-BL1.f)
Kozha Bidai Pl 262666 Kazakhstan vrn-Al, Vrn-Bla (VRN-BL1.f)
Vrn-Alb.6
Premier Pl 278581 UK vrn-Al vrn-B1 (VRN-B1.s)
Bivona Pl 294567 USA Vrn-Ala.l vrn-B1 (VRN-B1.s)
Herrison Sans Barbe Pl 294892 Bulgaria Vrn-Ala.l vrn-B1 (VRN-B1.s)
Rouge de la Gruyere Pl 352298 Switzerland Vrn-Ala.2 Vrn-Bla (VRN-BL1.f)
Tiroler Fruhe Binkel P1 352302 Austria Vrn-Ala.2 Vrn-Bla (VRN-BL1.1)
Ble DAvril P1 352306 France vrn-Al vrn-B1 (VRN-BL1.1)
DN-2263 Pl 361807 Denmark vrn-Al vrn-B1 (VRN-B1.f)
W44A Pl 410652 Pakistan vrn-Al Vrn-Bla (VRN-BL1.f)
134 Pl 436279 Chile Vrn-Alb.6 vrn-B1 (VRN-B1.s)
Termok P1 41023 Kyrgyzstan vrn-Al, Vrn-Bla (VRN-BL1.1)
Vrn-Alb.6
Erinaccum UA0300240 Armenia Vrn-Ala.2 Vrn-Bla (VRN-B1.f)
Grizeoicterinum UA0300245 USA Vrn-Ala.l Vrn-Bla (VRN-B1.f)
Triticum spelta  Duhamelianum, UA0300103 Australia vrn-Al vrn-B1 (VRN-B1.f)
L. Frankenkorn
Duhamelianum, NSS UA0300259 Serbia vrn-Al vrn-B1 (VRN-BL1.1)
1/02
Album, NSS 1/01 UA0300246 Serbia vrn-Al Vrn-Blc (VRN-B1.f)
Caeruleum, Tridentina  UA0300218 Italy Vrn-Alb.2 vrn-B1 (VRN-BL.s)
Album UA0300304 Australia Vrn-Alb.2 Vrn-Blc (VRN-B1.f)
Bearded Spelt Pl 168680 USA vrn-Alb.3 Vrn-Blc (VRN-BL1.f)
Lignee 10 P1 190960 Belgium vrn-Al vrn-B1 (VRN-B1.f)
2670 P1 190962 Italy Vrn-Alb.2 Vrn-Blc (VRN-BL1.f)
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Spelta Hohenheim P1 190963 Portugal vrn-Al vrn-B1 (VRN-B1.f)
Album P1 221419 Serbia Vrn-Alb.2 Vrn-Blc (VRN-BL1.f)
85 Pl 225271 Iran vrn-Al vrn-B1 (VRN-B1.f)
[-1-599 Pl 272573 Hungary Vrn-Alb.2 Vrn-Blc (VRN-BL1.f)
Stauderers Markus Pl 286048 Germany vrn-Al vrn-B1 (VRN-B1.f)
Gruzia Pl 295056 Bulgaria vrn-Al vrn-B1 (VRN-B1.f)
2943 P1 306550 Romania vrn-Alb.3 Vrn-Blc (VRN-BL1.f)
- Pl 323438 Austria vrn-Alb.3 Vrn-B1lc (VRN-B1.f)
Coeruleum Pl 330558 UK Vrn-Alb.2 vrn-B1 (VRN-B1.s)
Altgold P1 347850 Switzerland vrn-Al vrn-B1 (VRN-B1.f)
6926.602 Pl 348428 Spain Vrn-Alb.2 vrn-B1 (VRN-B1.s)
26867-302Y-300M- P1 520066 Mexico Vrn-Alb.6 vrn-B1 (VRN-BL1.1)
oYy
WIR 52470 P1572914 Tajikistan vrn-Al vrn-B1 (Vrn-B1f)
Altgold Pl 355629 Switzerland vrn-Al vrn-B1 (VRN-B1.f)
Babenhauser Rotvesen Pl 355633 Germany vrn-Al vrn-B1 (VRN-B1.f)
6976.884 P1 348700 Spain Vrn-Alb.2 vrn-B1 (VRN-BL.s)
Triticum 1-1-2710 Pl 272554 Hungary vrn-Al vrn-B1 (VRN-B1.f)
macha Dekapr.  Letshchumicum Pl 352466 FSU vrn-Al vrn-B1 (VRN-B1.f)
6975.190 Pl 355511 Russia vrn-Al vrn-B1 (VRN-BL1.1)
6975.193 Pl 355514 Switzerland vrn-Al vrn-B1 (VRN-BL1.1)
DN-2378 Pl 361862 Denmark vrn-Al vrn-B1 (VRN-B1.f)
G532 P1 428146 Sweden vrn-Al vrn-B1 (VRN-B1.1)
G866 P1 428178 Italy Vrn-Alb.2 Vrn-Blc (VRN-BL.f)
G1569 Pl 428179 Iran vrn-Al vrn-B1 (VRN-B1.f)
H86-708 P1 542466 USA vrn-Al vrn-B1 (VRN-BL1.1)
WIR 29576 P1 572905 Georgia vrn-Al vrn-B1 (VRN-BL1.1)
Triticum WIR 29533 Pl 326319 Armenia vrn-Al vrn-B1 (VRN-B1.f)
vavilovii - Pl 428342 Sweden vrn-Alb.3 vrn-B1 (VRN-B1.f)
Jakubz. - Pl 428343 Sweden vrn-Al vrn-B1 (VRN-B1.f)

LEC



Angeaun renoB VRN upenTupuuupoBanubie B TeTPANJIOHIHON MILIEHUIIE

Bun HasBanue ID Crtpana VRN-A1 VRN-B1
oOpasua (copra) ajieNb ajiesib (BApMaHT MPOMOTOPA)
Triticum 11891 Pl 115817 Georgia vrn-Al Vrn-Blins
carthlicum - Pl 168672 China Vrn-Alc vrn-B1 (VRN-BL1.f)
Nevski. 3772 P1 190949 Portugal vrn-Al Vrn-Blins
1-1-2715 Pl 272521 Hungary vrn-Al Vrn-Blins
CPI1 2679 Pl 283887 Iran vrn-Al Vrn-Blins
- P1 286070 Poland vrn-Al Vrn-Blins
WIR 32510 P1341800 Russia vrn-Al Vrn-Blins
WIR 13810 Pl 349040 Armenia Vrn-Ale Vrn-Blins
T-1513 P1 352279 FSU vrn-Al Vrn-Blins
H83-1579 P1 532502 USA Vrn-Ale Vrn-Blins
H83-1538 P1532505 Canada vrn-Al Vrn-Blins
H84-558-3 Pl 532512 UK vrn-Al Vrn-Blins
Triticum - Pl 233288 Israel Vrn-Alb.2 vrn-B1, Vrn-Blc (VRN-B1.f, VRN-BL.5)
dicoccoides DS-9 P1256029 Spain Vrn-Alb.2 vrn-B1 (VRN-B1.s)
Korn. 84 P1266841 UK Vrn-Alb.2 vrn-B1 (VRN-B1.s)
[-1-2708 P1 272582 Hungary Vrn-Alb.2 Vrn-Blc (VRN-BL1.f)
Vavilovii Pl 352322 Lebanon Vrn-Alb.2 Vrn-B1lc (VRN-B1.m)
Kotschyi Pl 352323 Asia Minor vrn-Al vrn-B1 (VRN-BL1.s)
Spontaneo Pl 352325 Switzerland vrn-Al vrn-B1 (VRN-BL1.f)
villosum
Spontaneo Pl 352326 Germany Vrn-Alb.2 Vrn-Blc (VRN-BL.)
villosum
Psendogord Pl 362036 Romania Vrn-Alb.2 Vrn-Blc (VRN-BL1.)
G2041 P1 428018 Turkey vrn-Al vrn-B1 (VRN-BL1.f)
A-54 Pl 466941 Syria vrn-Alb.4 vrn-B1 (VRN-B1.m)
Namuricum UA0300256 Jordan vrn-Al vrn-B1 (VRN-BL1.f)
Triticum 2323A P1190920 Portugal Vrn-Alb.2 vrn-B1 (VRN-BL1.f)
dicoccum 2467 Pl 190921 Belgium Vrn-Alb.2 vrn-B1 (VRN-BL1.s)
Schrank. Escanda de P1191091 Spain Vrn-Ala.3 vrn-B1 (VRN-BL1.f)

Malvedo
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Buna HaszBanue ID Crtpana VRN-A1 VRN-B1
o0pa3ua (copra) ajljielib aJlj1eJib (BApMAHT IPOMOTOPA)
119 P1276015 Spain Vrn-Ala.3 vrn-B1 (VRN-BL1.f)
Serbicum UA0300183 Russian Vrn-Ala.l Vrn-Blc (VRN-B1.f)
- UA0300013 Syrian Vrn-Ala.l Vrn-Blc (VRN-B1.f)
- UA0300003 Germany Vrn-Alb.2 vrn-B1 (VRN-B1.s)
- UA0300082 Germany Vrn-Alb.2 vrn-B1 (VRN-BL1.s)
Aeruginosum UAO0300027 Russian Vrn-Ale vrn-B1 (VRN-BL1.f)
Pychurum UA0300083 Germany Vrn-Alb.2 vrn-B1 (VRN-BL1.s)
Unimiegei UA0300212 Morocco Vrn-Alb.5 vrn-B1 (VRN-B1.s)
Atratum UA0300214 USA vrn-Alb.3 vrn-B1 (VRN-BL1.f)
Triticum 452 P194732 Italy Vrn-Alb.1 vrn-B1 (VRN-B1.s)
durum Desf. 454 P194733 Ethiopia Vrn-Alc vrn-B1 (VRN-BL1.s)
409 P194710 FSU Vrn-Alc Vrn-Bla (VRN-BL1.f)
434 P1 94722 Asia Minor Vrn-Alc vrn-B1 (VRN-BL1.f)
429 P194721 Portugal Vrn-Alc vrn-B1 (VRN-BL1.f)
427 P1 94720 Spain Vrn-Alc vrn-B1 (VRN-BL1.f)
Melanopus 69 P194729 Russia Vrn-Alc vrn-B1 (VRN-BL1.f)
424 P1 94578 Egypt Vrn-Alc vrn-B1 (VRN-BL1.f)
394 P1 94705 Palestine Vrn-Alc vrn-B1 (VRN-B1.s)
Khandwa Pl 8898 India Vrn-Alc vrn-B1 (VRN-BL1.f)
Marching No. 8  P181792 Japan Vrn-Alc vrn-B1 (VRN-BL1.f)
N-85 P179900 China Vrn-Alc vrn-B1 (VRN-BL1.f)
- P1 88737 Greece Vrn-Alb.6 vrn-B1 (VRN-B1.s)
2912 P174830 China Vrn-Ali vrn-B1 (VRN-B1.s)
Abd-el-Kader P17653 Tunisia Vrn-Alc vrn-B1 (VRN-BL1.f)
OR2010539 P1 655432 USA vrn-Alb.3 vrn-B1 (VRN-BL1.f)
Mongolian Cltr 10024 USA Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Vallega Zittelli 486 Cltr 15100 Italy Vrn-Alc vrn-B1 (VRN-BL1.)
Wascana Cltr 15280 Canada Vrn-Alc vrn-B1 (VRN-BL1.f)
Royal de Almena Cltr 15278 Argentina Vrn-Alc vrn-B1 (VRN-BL1.s)
Hazera 1203 Cltr 15274 Israel Vrn-Alb.1 vrn-B1 (VRN-BL1.s)
Triticum Martinari Pl 134945 Portugal Vrn-Alb.6 vrn-B1 (VRN-BL1.f)

6€C



Buna HaszBanue ID Crtpana VRN-A1 VRN-B1
o0pa3ua (copra) ajljielib aJlj1eJib (BApMAHT IPOMOTOPA)
polonicum L. Mika Pl 167622 Turkey Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Polonicum Pl 185309 Argentina Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Sin El-Pheel P1208911 Iraq Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
7959 P1 210845 Iran Vrn-Alc vrn-B1 (VRN-B1.s)
Tafeelih Riti Pl 223171 Jordan Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
3002 Pl 245663 Afghanistan  Vrn-Alc vrn-B1 (VRN-B1.s)
2719 P1254214 India Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
88 Pl 266846 UK Vrn-Alc vrn-B1 (VRN-B1.s)
I-1-3496 Pl 272564 Hungary Vrn-Alc vrn-B1 (VRN-BL1.s)
Assyrian Rye P1 29447 Ukraine Vrn-Alc vrn-B1 (VRN-B1.s)
2939 Pl 306548 Romania Vrn-Alc vrn-B1 (VRN-BL1.s)
WIR 42758 Pl 349052 Azerbaijan Vrn-Alc vrn-B1 (VRN-BL1.s)
T-742 Pl 352487 Germany Vrn-Alc vrn-B1 (VRN-BL1.s)
Mirabella Pl 352488 Italy Vrn-Alc vrn-B1 (VRN-BL1.s)
T-1515 Pl 352489 Cyprus Vrn-Alc vrn-B1 (VRN-BL1.s)
42-1 Pl 384265 Ethiopia Vrn-Alc vrn-B1 (VRN-B1.s)
- 1U035200 Netherlands  Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Chrysosperhum  UA0300219 Syria Vrn-Alb.6 vrn-B1 VRN-BL.1)
Triticum Coles Selection  Cltr 13712 USA Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
turgidum L. R70 Cltr 14445 Ethiopia Vrn-Alc vrn-B1 (VRN-BL1.f)
C17688 Cltr 7688 Russia Vrn-Alb.6 vrn-B1 (VRN-BL1.)
H 33 A 12729 Pl 191579 Portugal Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Zerdakia Pl 208912 Iraq Vrn-Ali vrn-B1 (VRN-BL1.s)
Seyed Zia Pl 210372 Iran vrn-Alb.3 vrn-B1 (VRN-BL1.)
1024-1 P1211705 Turkey Vrn-Ali vrn-B1 (VRN-BL1.f)
Halcon Pl 213571 Argentina Vrn-Alb.1 vrn-B1 (VRN-BL1.)
Gandum P1 220356 Afghanistan  Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
Centigramun Pl 221422 Serbia Vrn-Ali vrn-B1 (VRN-BL1.f)
Yellow Jarash Pl 223173 Jordan vrn-Alb.3 vrn-B1 (VRN-BL1.s)
Bufala Nera Pl 264954 Italy Vrn-Alb.1 vrn-B1 (VRN-BL1.f)
504 Pl 264991 Greece vrn-Al vrn-B1 (VRN-BL1.f)

ove



Buna HaszBanue ID Crtpana VRN-A1 VRN-B1
o0pa3ua (copra) ajljielib aJlj1eJib (BApMAHT IPOMOTOPA)
94 P1 266851 UK vrn-Alb.3 vrn-B1 (VRN-BL1.f)
1-1-2274 Pl 272496 Hungary vrn-Alb.3 vrn-B1 (VRN-BL1.f)
Dalmatia 4 Pl 278596 Croatia vrn-Alb.3 vrn-B1 (VRN-BL1.f)
Dziwo Pl 286075 Poland vrn-Alb.3 vrn-B1 (VRN-BL1.f)
Cl1 3119 P1 28655 Spain Vrn-Alc vrn-B1 (VRN-B1.s)
Blagunzi Pl 295011 Bulgaria vrn-Alb.3 vrn-B1 (VRN-BL1.f)
2960 P1 306561 Romania vrn-Alb.3 vrn-B1 (VRN-BL1.f)
1584a P1 32039 China Vrn-Alb.6 vrn-B1 (VRN-BL1.f)
- P1 323440 Austria Vrn-Alb.1 vrn-B1 (VRN-BL1.f)
412-1V/65 P1345413 BAG vrn-Alb.3 vrn-B1 (VRN-B1.s)
Mauri Pl 347135 Afghanistan  Vrn-Ali vrn-B1 (VRN-BL1.f)
778-VII/17 Pl 350154 Macedonia  vrn-Alb.3 vrn-B1 (VRN-BL1.f)

P1, Cltr — o6pa3usr u3 National Plant Germplasm System (NPGS, http://www.ars-grin.gov/cgi-bin/npgs)
UA — o6pasusr u3 National Centre for Plant Genetic Resources of Ukraine (yuriev1908@gmail.com)

e



Ipunoxenue 12. JHK-mapkepHblii aHaau3 ajieibHoro cocrosinusi rena VRN-D1 B
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IATH BHJAaX FeKcaHJIOI/IZ[HOﬁ NIICeHHU I bI

Bun Crtpana Aniennb
Ha3sBanmue o6pa3ua (copra) ID Vrn-D1
Triticum 23824 Pl 115818 India vrn-D1
sphaerococcum 52 Cltr 8610 China Vrn-Dla
Percival S-49 P1182118  Pakistan vrn-D1
2531 P1190982  Belgium vrn-D1
Sahari M.3 P1191301  Portugal vrn-D1
1-1-3572 Pl 272580 Hungary vrn-D1
Acarp P1277142  India vrn-D1
971 P1278650 UK vrn-D1
219 P170711 Iraq vrn-D1
112 P183402 China Vrn-Dla
- Pl 324492 India vrn-D1
Type No. 4 Pl 40941 Pakistan vrn-D1
125 P142013 India vrn-D1
S 2130 P1277141  Germany vrn-D1
Cl 12212 P1168685 USA vrn-D1
Cl 17737 Cltr 17737  USA vrn-D1
UA030024 vrn-D1
Rubriglabrum 3 Pakistan
UA030024 vrn-D1
Tumidum 4 India
Triticum Gluclub P1114638  Australia vrn-D1
compactum PS 1785-847 P1186391  China Vrn-Dla
Host Velino P1157920 Italy vrn-D1
Ostka Skomoroska P1129523  Poland vrn-D1
South vrn-D1
Spitskop Pl1159101  Africa
Kanak Pl 164160 India vrn-D1
H 23 H 13385 P1191542 Portugal vrn-D1
1413-1 P1211701  Turkey Vrn-D1s
Aleppo 23 P1278541  Syria vrn-D1
Kozha Bidai Pl 262666 Kazakhstan  Vrn-Dla
Premier Pl 278581 UK vrn-D1
Bivona Pl 294567  USA vrn-D1
Herrison Sans Barbe P1294892  Bulgaria vrn-D1
Rouge de la Gruyere P1352298  Switzerland vrn-D1
Tiroler Fruhe Binkel P1352302  Austria vrn-D1
Ble DAwril P1352306  France vrn-D1
DN-2263 Pl 361807 Denmark vrn-D1
W44A P1410652  Pakistan vrn-D1
134 P1436279  Chile vrn-D1
Termok P141023 Kyrgyzstan  Vrn-Dla
UA030024 vrn-D1
Erinaccum 0 Armenia
UA030024 vrn-D1
Grizeoicterinum 5 USA



Bun Crtpana All1eJ1b
Ha3Banue o0pa3sua (copra) ID Vrn-D1
Triticum UA030010 vrn-D1
spelta L Duhamelianum, Frankenkorn 3 Australia
UA030025 vrn-D1
Duhamelianum, NSS 1/02 9 Serbia
UA030024 vrn-D1
Album, NSS 1/01 6 Serbia
UA030021 Vrn-Dla
Caeruleum, Tridentina 8 Italy
UAO030030 vrn-D1
Album 4 Australia
Bearded Spelt P1168680 USA vrn-D1
Lignee 10 P1190960  Belgium vrn-D1
2670 P1190962 Italy vrn-D1
Spelta Hohenheim P1190963  Portugal vrn-D1
Album P1221419  Serbia vrn-D1
85 Pl 225271 Iran vrn-D1
1-1-599 Pl 272573 Hungary vrn-D1
Stauderers Markus P1286048  Germany vrn-D1
Gruzia P1295056  Bulgaria vrn-D1
2943 P1306550 Romania vrn-D1
- P1323438  Austria vrn-D1
Coeruleum P1330558 UK Vrn-D1s
Altgold P1347850  Switzerland vrn-D1
6976.602 P1348428  Spain Vrn-D1s
26867-302Y-300M-0OY P1520066  Mexico Vrn-Dla
WIR 52470 P1572914  Tajikistan vrn-D1
Altgold P1355629  Switzerland vrn-D1
Babenhauser Rotvesen P1355633  Germany vrn-D1
6926.884 P1348700  Spain Vrn-D1s
Triticum 1-1-2710 P1272554  Hungary vrn-D1
macha Letshchumicum P1352466  FSU vrn-D1
Dekapr 6925.190 P1355511  Russian vrn-D1
6925.193 P1355514  Switzerland vrn-D1
DN-2378 Pl 361862 Denmark vrn-D1
G532 P1428146  Sweden vrn-D1
G866 P1428178 Italy vrn-D1
G1569 P1428179 Iran vrn-D1
H86-708 P1542466  USA vrn-D1
WIR 29576 P1572905  Georgia vrn-D1
Triticum WIR 29533 Pl1 326319  Armenia vrn-D1
vavilovii - P1428342  Sweden vrn-D1
Jakubz - Pl1428343  Sweden vrn-D1

Pl, Cltr — obpa3mer u3 National Plant Germplasm System (NPGS, http://www.ars-
grin.gov/cgi-bin/npgs)

UA — oopasust u3 National Centre for Plant Genetic Resources of Ukraine
(yuriev1908@gmail.com)
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IIpuioxenne 13. Pacnpenesienne KPUBU3HbI M JIOKAJIBHBIX YIJIOB U3ruda B
mosekyaax JIHK ¢parmentos IILP ¢ mapoii npaiimepoB VRN1AF/VRN1-INT1R

ajutesieir vin-Al u Vrn-Ali
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Ipunoxenue 14. PacnpocTpaHeHue ranjioTunos 3k30Ha-4 u 3k30Ha-7 rena VRN-AL

B 06pa3uax HOJIHHJ'IOH}IHOﬁ MIIEeHUIbI, HECYIUX PAa3IUYHbIC AJIJICJIH 3TOI0 reHa

Bun ID (copr) AJLtenb l'amgorun  I'anorun
VRN-A1 JK30HAa-4 JK30HA-7
VRN-A1 VRN-A1
Triticum Pl 352325, P1 428018 vrn-Al Ex4C.s Ex7C
diccocoides P1 352322, UA0300256 vrn-Al Ex4C.f Ex7C
Korn. Pl 233288, P1 256029, Pl 266841, Pl Vrn-Alb.2 Ex4C.s Ex7C
272582, Pl 362036
Pl 466941 vrn-Alb.4 Ex4C.s Ex7C
Triticum UA0300183, UA0300013 Vrn-Ala.l Ex4C.f Ex7C
dicoccum P1191091, P1 276015 Vrn-Alk Ex4C.s Ex7C
Schrank. P1 190920, P1 190921, UA0300003, Vrn-Alb.2 Ex4C.s Ex7C
UA0300082, UA0300083
UA0300214 vrn-Alb.3 Ex4C.s Ex7C
UA0300212 Vrn-Alb.5 Ex4C.s Ex7C
UA0300027 Vrn-Ale Ex4C.f Ex7C
Triticum Pl 264991 vrn-Al Ex4C.s Ex7C
turgidum L. Pl 213571, P1 264954 Vrn-Alb.1 Ex4C.s Ex7C
Cltr 7688, P1 191579, Pl 220356, PI  Vrn-Alb.6 Ex4C.s Ex7C
32039
Pl 223173, P1 266851, Pl 272496, Pl vrn-Alb.3 Ex4C.s Ex7C
278596, Pl 306561, P1 345413, PI
350154
Cltr 14445 Vrn-Alc Ex4C.s Ex7C
(Langdon)
Pl 208912, P1 211705, Pl 221422, Pl Vrn-Ali Ex4C.f Ex7C
347135
Triticum Pl 134945, P1 185309, Pl 208911, PI Vrn-Alb.6 Ex4C.s Ex7C
polonicum L. 223171, Pl 254214
Pl 210845, Pl 245663, Pl 266846, Pl Vrn-Alc Ex4C.s Ex7C
29447, P1 306548, Pl 349052, PI (Langdon)
352487, Pl 352488
Triticum P1115817, P1 190949, Pl 272521, Pl vrn-Al Ex4C.s Ex7C
carthlicum 283887, Pl 352279, P1 532505, PI
Nevski. 532512
Pl 349040, P1 532502 Vrn-Ale Ex4C.f Ex7C
Triticum P194732, Cltr 15274 Vrn-Alb.1 Ex4C.s Ex7C
durum Cltr 10024 Vrn-Alb.6 Ex4C.s Ex7C
Desf. Pl 655432 vrn-Alb.3 Ex4C.s Ex7C
P194733, P1 94710, P1 94721, PI Vrn-Alc Ex4C.s Ex7C
94720, P194578, Pl 81792, Cltr (Langdon)
15280, Cltr 15278
Pl 74830 Vrn-Ali Ex4C.f Ex7C
Triticum P1 191301, P1 40941, P1 42013, PI vrn-Al Ex4C.s Ex7C
sphaerococcum 277141, Pl 168685, Cltr 17737
Percival P1 190982, P1 278650 vrn-Al Ex4C.m Ex7CIT
Pl 277142, P1 70711, Pl 324492 vrn-Al Ex4C.sph/4T  EX7CIT
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Bun ID (copT) Aljienb Ilanaorun Tamiorun
VRN-A1 IK30Ha-4 IK30HA-/
VRN-Al VRN-Al
Triticum Pl 272554, Pl 352466, Pl 355511, PI vrn-Al Ex4C.m/4T EX7T
macha 355514, P1 428146, P1 428179, PI
Dekapr 542466, P1 572905
P1428178 Vrn-Alb.2 Ex4C.s Ex7C
Triticum UA0300246 vrn-Al Ex4C.f Ex7C
spelta L. UA0300103, UA0300259, PI vrn-Al Ex4C.m/4T EX7T
190960, PI 225271, P1 286048, PI
295056, P1 347850
P1 520066 Vrn-Alb.6 Ex4C.s Ex7C
UA0300218, UA0300304, PI Vrn-Alb.2 Ex4C.s Ex7C
272573, P1 330558, Pl 348428, PI
348700
Triticum P1186391, PI1 157920, Pl 129523, PI vrn-Al Ex4C.m/4T EX7T
compactum 211701, P1278541, Pl 278581, PI
Host 352306
P1294567, P1 294892, UA0300245  Vrn-Ala.l Ex4C.f Ex7C
P1 352298, Pl 352302, UA0300240  Vrn-Ala.2 Ex4C.f Ex7C
P1 191542, P1 436279 Vrn-Alb.6 Ex4C.s Ex7C
Pl 262666, Pl 41023 Vrn-Alj Ex4C.m/AT EX7T
Triticum TRI 867, TRI 4560 vrn-Al Ex4C.s Ex7C
aestivum L. TRI 834, TR1 1948 vrn-Al Ex4C.m EX7T
TRI 3088 vrn-Al Ex4C.f Ex7C
TRI 290 vrn-Al Ex4T EX7T
TRI 1712, TRI 3534, TRI 4078, TRl vrn-Al Ex4C.m/4T EX7T
4739, TR15395, TRI 950, TRI 2979,
TRI 3891, TRI15310, TRI 5394, TRI
5423, TR1 7120, TRI 8459, TRI
11031, Filatovka, Biiskaya,
Bagrationovka, Kulundinka,
Novosibirskaya 51, Novosibirskaya
32, Novosibirskaya 9, Grom,
Novosibirskaya 3, Novosibirskaya
40
TRI 3838 Vrn-Alb.6 Ex4C.s Ex7C

Pl, Cltr — o0pasusr u3 National Plant Germplasm System (NPGS, http://www.ars-
grin.gov/cgi-bin/npgs)
TRI — o6pasusr u3 IPK Gatersleben (https://gbis.ipk-gatersleben.de/GBIS_I/home.jsf)

UA — oopasust u3 National Centre for Plant Genetic Resources of Ukraine

(yuriev1908@gmail.com)
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Ipunoxenue 15. Anjensnnie Bapuantbl renoB VRN-AL VRN-B1 u VRN-B3 B

copTax TBepaoi mmeHunbI Triticum durum

Ne Copt ID Crtpana Amneas  Tamaorun  Aiutedab  AjJieb
VRN-A1 VRN-B1 VRN- VRN-
Bl B3
1 Kharkovskaya 13 UA0200660 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
2 Kharkovskaya 15 UAO0200661 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
3 Kharkovskaya 17 UA0200662 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
4 Kollektivnaya 1 UA0200663 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
5 Kollektivnaya 2 UA0200664 Ukraine Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
6 Kharkovskaya 21 UA0200888 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
7 Kharkovskaya 32 UA0201233 Ukraine vrn-Al VRN-B1.f  vrn-B1  vrn-B3
8 Kharkovskaya 23 UA0201041 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
9 Kharkovskaya 25 UA0201222 Ukraine Vrn-Alc VRN-B1.f vrn-B1  Vrn-B3a
10 Kharkovskaya 27 UA0201223 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
11 Kharkovskaya 29 UA0201224 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
12 Kharkovskaya 31 UA0201227 Ukraine Vrn-Alb.6 VRN-B1.f  Vrn-Blc Vrn-B3a
13 Kharkovskaya 33 UA0201210 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
14 Kharkovskaya 39 UA0201032 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
15 Kharkovskaya 41 UA0201033 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
16 Kharkivska 43 UA0201034 Ukraine Vrn-Alc VRN-B1.f  vrn-B1  Vrn-B3a
17 Pributkova UA0201343 Ukraine vrn-Al VRN-B1.f  vrn-B1  vrn-B3
18 Chornokoloska 46 UA0201344 Ukraine vrn-Al VRN-B1.f  vrn-B1  vrn-B3
19 Tur UA0201339 Ukraine vrn-Al VRN-B1f  vrn-B1  vrn-B3
20 Kharkivska 45 UA0201029 Ukraine Vrn-Alb.6 VRN-B1.f  vrn-B1  vrn-B3
21 Spadshina UA0201075 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
22 Kuchumovka UA0200781 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
23 Nashadok UA0201214 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
24 Afina UA0201363 Ukraine vrn-Al VRN-B1.f  vrn-B1  vrn-B3
25 Makar UA0201362 Ukraine vrn-Al VRN-B1f vrn-B1  vrn-B3
26 Dinastiya UA0201436 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
27 Narodnaya UA0200018 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
28 Kharkovskaya 46 UA0200047 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
29 Kharkovskaya 51 UA0200063 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
30 Kharkovskaya 1 UA0201239 Ukraine vrn-Alb.3  VRN-B1f vrn-B1  vrn-B3
31 Kharkovchanka 1 UA0200154 Ukraine Vrn-Alb.6 VRN-B1.f vrn-B1  Vrn-B3a
32 Kharkovskaya 3 UA0200269 Ukraine Vrn-Alc VRN-B1f vrn-B1  vrn-B3
33 Kharkovskaya 9 UA0200471 Ukraine Vrn-Alc VRN-B1f vrn-B1  vrn-B3
34 Kharkovskaya 37 UA0200522 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
35 Kharkovskaya 5 UA0200523 Ukraine Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
36 Gordeiforme 3 UA0201232 Ukraine vrn-Al VRN-B1f vrn-B1  vrn-B3
37 Gordeiforme 802 UA0200534 Ukraine Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
38 Gumillo UA0200243 Italy Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
39 Trems UA0200646 Portugal Vrn-Alc VRN-B1ls vrn-B1  vrn-B3
40 Thilisuri 9 UA0200677 Georgia Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
41 Shirvan 3 UA0201316 Azerbaijan  Vrn-Ali VRN-B1ls vrn-B1  vrn-B3
42 Arnautka UA0200528 Ukraine Vrn-Alc VRN-B1f vrn-B1  vrn-B3
43 Mourisco Ruivo UA0200026 Portugal Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
44  Preto De Tavira UA0200121 Portugal Vrn-Alb.1 VRN-Bls vrn-B1  vrn-B3
45 Marzaga UA0200492 Portugal Vrn-Alb.6 VRN-B1.f vrn-B1  vrn-B3
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Ne Copt ID Crtpana Amneas  Tamaorun  Astedans  AjJiesb
VRN-A1 VRN-B1 VRN- VRN-
Bl B3
46 Langdon Des 3B UA0201160 USA Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
47 Langdon Des 3A UA0201177 USA Vrn-Alc VRN-B1f vrn-B1  vrn-B3
48 Mestnaya UA0200793 Yemen Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
49 Kharkovskaya 19 UA0200764 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
50 Novodonskaya UA0200831 Russia Vrn-Alc VRN-Bl.s vrn-B1  vrn-B3
51 Voronezhskaya 7 UA0200887 Russia Vrn-Ala.l VRN-B1f vrn-B1  Vrn-B3a
52 Metiska UA0201386 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
53 Donskaya Elegiya UA0201408 Russia Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
54  Neodur UA0201208 France Vrn-Alc VRN-B1f vrn-B1  vrn-B3
55 Linkor UA0201389 Ukraine vrn-Al VRN-Bl.s  vrn-B1  vrn-B3
56 Kreiser UA0201390 Ukraine vrn-Al VRN-B1f vrn-B1  vrn-B3
57 Aisberg Odesski UA0201247 Ukraine vrn-Al VRN-B1ls vrn-B1  vrn-B3
58 Zenati 368 UAO0200079 Algeria Vrn-Alb.1 VRN-B1.f  vrn-B1  vrn-B3
59 Maliani 2A UA0200096 Italy Vrn-Alc VRN-B1f vrn-B1  vrn-B3
60 Wells UA0200058 USA Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
61 Jizel UA0200361 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
62 lzolda UA0200943 Ukraine Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
63 Prikrasa UA0201424 Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
64 Beloturka UA0200136 Russia Vrn-Alc VRN-Bls vrn-B1  vrn-B3
65 Maliani 1 UA0200091 Italy Vrn-Alb.1 VRN-B1f vrn-B1  vrn-B3
66 Gerardo 2106 UAO0200100 Italy Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
67 Ardor UA0200975 France Vrn-Alb.l1 VRN-B1.f vrn-B1  vrn-B3
68 Brindur UA0200974 France Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
69 Megadur UA0200964 France Vrn-Alc VRN-B1f vrn-B1  vrn-B3
70 Pandur UA0201251 Romania vrn-Al VRN-Bl1s vrn-B1  vrn-B3
71 Merliuli UA0200701 Georgia Vrn-Alc VRN-B1f vrn-B1  vrn-B3
72 Berekesh UA0200694 Russia Vrn-Alc VRN-Bls vrn-B1  vrn-B3
73 Shirvan 5 UA0200668 Azerbaijan  Vrn-Ali VRN-B1f vrn-B1  vrn-B3
74 GK Basa UA0200579 Hungary Vrn-Ali VRN-B1ls vrn-B1  vrn-B3
75 Saodat UA0200578 Tajikistan ~ Vrn-Alc VRN-B1ls vrn-B1  vrn-B3
76 Altaika Russia Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
77 Hordeiforme 53 Russia Vrn-Ala.l VRN-B1.f  Vrn-Blc vrn-B3
78 Altaiski yantar Russia Vrn-Alb.6 VRN-B1f vrn-B1  vrn-B3
79 Altaiskaya niva Russia Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
80 Zarnica Altaiskaya Russia Vrn-Alc VRN-B1f  Vrn-Blc vrn-B3
81 Salut Altaya Russia Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
82 Aleiskaya Russia Vrn-Alb.6 VRN-B1f vrn-B1  vrn-B3
83 Hordeiforme 10 Russia Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
84 Omskaya yantarnaya Russia Vrn-Ala.l VRN-BLf vrn-B1  vrn-B3
85 Angel Russia Vrn-Alc VRN-B1f vrn-B1  vrn-B3
86 Omski korund Russia Vrn-Alc VRN-B1f vrn-B1  vrn-B3
87 Omski kristall Russia Vrn-Alb.6 VRN-B1.f vrn-B1  vrn-B3
88 Omskaya stepnaya Russia Vrn-Ala.l VRN-BLf vrn-B1  vrn-B3
Orenburgskaya
89 celinnaya Russia Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
90 Orenburgskaya 21 Russia Vrn-Alc VRN-B1f  vrn-B1  vrn-B3
91 Orenburgskaya 10 Russia Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
92 Bezenchukskaya 200 Russia Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
93 Bezenchukskaya 202 Russia Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
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Bl B3
94 Bezenchukskaya 205 Russia Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
95 Pamyati Chehovicha Russia Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
96 Marina Russia Vrn-Alc VRN-Bls vrn-B1  vrn-B3
97 Elizavetinskaya Russia Vrn-Ala.l VRN-B1.f vrn-B1  Vrn-B3a
98 Zolotaya volna Russia Vrn-Ala.l VRN-B1f  Vrn-Blc vrn-B3
99 Nikolasha Russia Vrn-Ala.l VRN-B1.f Vrn-Blc Vrn-B3a
100 Hordeiforme 553 Russia Vrn-Alb.6 VRN-B1f vrn-B1  vrn-B3
101 Hordeiforme 561 Russia Vrn-Alc VRN-B1f vrn-B1  vrn-B3
102 Bashkirskaya 27 Russia Vrn-Ala.l VRN-B1f vrn-B1  vrn-B3
103 Voronejskaya 9 Russia Vrn-Alc VRN-B1f vrn-B1  Vrn-B3a
104 Voronejskaya 11 Russia Vrn-Alc VRN-B1.f  Vrn-Blc Vrn-B3a
105 Donskaya Elegiya Ukraine Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
106 Kargala 28 Kazakhstan Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
107 Kargala 24 Kazakhstan Vrn-Alc VRN-B1f vrn-B1  vrn-B3
108 Kargala 303 Kazakhstan Vrn-Alb.6 VRN-B1.f vrn-B1  vrn-B3
109 Kustanaiskaya 1 Kazakhstan Vrn-Alc VRN-B1f  Vrn-Blc vrn-B3
110 Kustanaiskaya 28 Kazakhstan Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
111 Radur Germany Vrn-Alc VRN-B1f vrn-B1  vrn-B3
112 Firat1 K 59378 Turkey Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
113 Medora K 61095 Canada Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
114 Stewart Canada Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
115 Stewart 63 Canada Vrn-Alc VRN-B1f vrn-B1  vrn-B3
116 Alrabo USA Vrn-Alc VRN-B1.f  vrn-B1  vrn-B3
117 Avonlea USA Vrn-Alc VRN-B1.f  Vrn-Bla vrn-B3
118 Dilse USA Vrn-Alc VRN-B1f vrn-B1  vrn-B3
119 Grand d’oro USA Vrn-Alc VRN-BL1.f vrn-B1  vrn-B3
120 Zebsock USA Vrn-Alb.6 VRN-B1f vrn-B1  vrn-B3
121 Montran USA Vrn-Alc VRN-BL1.f vrn-B1  vrn-B3
122 Pierce USA Vrn-Alc VRN-B1f vrn-B1  vrn-B3
123 Prima d’oro USA Vrn-Alc VRN-BL1.f vrn-B1  vrn-B3
124 M-16219 Russia Vrn-Alb.6 VRN-B1.f  Vrn-Blc vrn-B3
125 Kargala 66 Kazakhstan Vrn-Alc VRN-B1f vrn-B1  vrn-B3
126 Kargala 1412 Kazakhstan Vrn-Alc VRN-B1f  Vrn-Blc vrn-B3
127 Kargala 1514 Kazakhstan Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
128 Sharifa Kazakhstan Vrn-Alc VRN-B1f  Vrn-Blc vrn-B3
129 Hordeiforme 950/99 Kazakhstan Vrn-Alc VRN-Bls vrn-B1  vrn-B3
130 Lavina Kazakhstan Vrn-Alb.6 VRN-B1.f vrn-B1  vrn-B3
Damsinskaya
131 ubileinaya Kazakhstan Vrn-Alb.6 VRN-B1.f vrn-B1  Vrn-B3a
132 Shortandinskaya 256 Kazakhstan Vrn-Alc VRN-B1f vrn-B1  vrn-B3
133 Hordeiforme 18567-6 Kazakhstan Vrn-Alb.6 VRN-B1.m vrn-B1* vrn-B3
134 Hordeiforme 18585-2 Kazakhstan Vrn-Alc VRN-B1.f  Vrn-Blc vrn-B3
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