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IlepeyeHb ycJI0BHBIX 0003HAYEHU I

PPD-1 - PHOTOPERIOD-1, ocHOBHOI1 T€H, KOHTPOJIUPYIOIIHA OTBET Ha (PoTOTeproa
VRN-1 — VERNALIZATION-1, ocHOBHO! T€H, KOHTPOJIUPYIOMINUNA OTBET Ha SIPOBU3AIUIO

TaFT1 — Triticum aesivum FLOWERING LOCUS T, reH — uHTETpaTop MmyTei KOJIOIICHUS

TIIIICHHUIIBI

PRR — Pseudo Response Regulator, cemelicTBO reHOB, K KOTOpbIM oTHOCcsATcs: PPD-1
I.H. — IIapa HyKJICOTHI0B

NILs — Near Isogenic Lines, moyTu u30reHHbIC JTUHUU

RICL — Single Chromosome Recombinant Inbred lines, pekomOuHanTHBIC HHOpEIHBIC

XPOMOCOMHBIC JIMHUH
CS — copt markoii mmenuisl Chinese Spring

CS-5Bdic — nmunus copra Chinese Spring, y xoropoii xpomocoma 5B 3ameHeHa Ha

xpomocomy 5B T. dicoccoides

OYJI2 — dotonepuon YyBcTBuTenbHast Jlnnus 2

[TI[P — ITonumepa3znas Llennasa Peakuns

SSR — Simple Sequence Repeat, kopoTkuii TaHIEMHBIN TTOBTOP (MUKPOCATEILIUTHI)
SNP — Single Nucleotide Polymorphism, ogHoHyKIICOTHIHBIH TTOTUMOPHHU3IM

5BS — kopotkoe medo xpomocomsl 5B

SBL — nuHHOE TIedo XpomMocombl 5B

QTL — Quantitative Trait Loci, 70KyCbl KOJTHYECTBEHHOT'O MPHU3HAKA

®ITY — 9yBCTBUTENBHOCTH K (hOTOTIEPUOTY

TSS — Transcription Start Site, caiitT crapta TpaHCKPUIIIIAN

TFBS — Transcription Factor Binding Site, callT cBs3bIBaHHS TPAHCKPUIIIIMOHHOTO

dakropa

CM — centiMorgan, cantuMopraH, eTUHHALA H3MEPEHUSI TEHETHYECKUX PACCTOSTHUN



BBenenne

AKTyaJ'II)HOCTb TEMBbI HCCJICA0OBAHUA U CTCIICHD pa3pa60TaHHOCTH TEMBI

Msrkas mmenuna (Triticum aestivum L.) — BakHas CeIbCKOXO3SHCTBCHHAS
KyJIbTypa, aJanTHPOBAHHAS K BO3JCIBIBAHHIO B PAa3TUYHBIX IKOJOTHYSCKUX YCIOBHSX.
JlnurensHas JOMECTHKAIMs MIICHUIBI MO3BOJMIA MPHCIIOCOOUTh JaHHYIO KYJIbTYpPY K
IIMPOKOMY CHEKTPY KIMMAaTHYECKUX YCIOBHW. BO MHOrOM 3TO c€Tamo BO3MOYKHO
Onaromaps BapbHPOBAHUIO TaKOTO BaKHOTO AaJallTHBHOTO IpHU3HAKa, KaK BpeMs

KOJIOIICHHUA.

O060011ast U3BECTHYIO HHPOPMAIUIO O MYTSIX WHUIIMAIIMU KOJIONICHUS Y MIICHHUIIBI,
MOKHO CKa3aTh, YTO JaHHBIA MpPHU3HAK (QOpMUpPYETCS MOTPEOHOCTHIO PACTEHUS B
SPOBU3ALIMHU, YYBCTBUTEIBHOCTHIO K (POTOMIEPHOTY, IIUPKATHBIMU PUTMAMHU, PEIIEITOPAMU
cBeTa, (UTOropMOHaMH, U ApyruMH (pakTopaMu. DYHKIHMIO MHTETPAJIbHONM MOJIEKYIbI,
BOCIPUHHUMAIOIIEH CHUTHAJIBI OT Pa3IUYHbIX MOJEKYJSIPHBIX MyTeil BeimoiHseT TaFT1,
TPAaHCIOPTUPYIOLIUIICS W3 BET€TaTUBHBIX TKAHEM B aNMKaJIbHYIO MEPHUCTEMY U
MHULUUPYIOIUN TeHbl (IIOpaIbHBIX MEPUCTEM MPU YYaCTHH HKCIPECCUPYIOUIErocs B
anmukanbHOl MepucteMe VRN-1. HecmoTps Ha 3HaumTenbHOE pa3sHOOOpa3ue (GaKkTopoB,
BIUSIOIIMX HA BpeMs HMHHUIMALMM LBETEHUS MUICHUIIbl, OCHOBHBIMHU pEryJsiTopaMu,
OKa3bIBAIOIIMMU HauboJiee CUJIbHOE BIIMSHUE HA MPHU3HAK, SABISAIOTCS MOTPEOHOCTH B
SApOBHU3aLIMH, OIpesesieMas, B epByto ouepenb, reHaMu VRN-1, U 4yBCTBUTENBHOCTD K
dbotonepuony, onpenensiemas reHamu PPD-1. M3BecTHBI ajuieny 3TUX F€HOB, BIUSIONINE
Ha ()EHOTUN PACTEHHs B Pa3IMYHON cTeneHu. Tak, HampuMep, pa3IudHble JTOMHUHAHTHBIC
autenu PPD-1 reHOB cokpaimaroT BpeMsi KOJIOMIEHWS Ha pa3HOE 4YMCIIO JHe. Takoe
pasHOOOpa3ue JaeT BO3MOXKHOCTh MOAOWpATh MOAXOISAIIME COpPTa K KOHKPETHBIM

KIIMMAaTHYCCKUM YCIIOBHAM.

["oBOpst 0 TeHaX, BIUSIONIMX HA BpeMsl KoJiomeHus Triticum aestivum (2n = 42, resom
BBAADD), BaxHO 3aMETHTh, 4YTO MHOIHME KJIIOYEBBIC TOMCOJOTHMYHBIE T€HBI,
pacnonararpommecs Ha xpomocomax A, B u D reHoMoB, sKcmpeccupyroTcs ¢ pasHOH
WHTEHCUBHOCTBIO, M, CJIEAOBATEIbHO, BHOCIT Pa3IWYHBbIA BKjIaJ B (OpPMUPOBAHUE

npu3Haka. Tak, Hanmpumep, Takue Baknble reHsl kak PPD-1 u TaFT1, Gl, CO2 naubonee
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CHIIBHO DKCIIpeccupyroTces B coctaBe B-renoma (Shaw et al., 2012). HeuyBcTBUTEIBHBIE K
doronepuony amtenu Ppd-Bla oTinyaroTcst TAKMMHA MYTalUsMH, KaK YBEIHYCHHUE YUCIIA
KOIMI reHa WIIM MHCEPIHs, B TO BpeMs Kak a1 romeonorudynbix Ppd-Ala u Ppd-Dla
TUTTUYHBI JICTICIUU B IPOMOTOPHOU o0acTu. Kpome Toro, M3BeCTHO 3HAYUTEIILHOE YHCIIO
JIOKYCOB, B TOM 4Hclie B B-reHoMe, CBS3aHHBIX CO BPEMEHEM KOJIONICHHUS, TCHBI IS

KOTOPBIX enie He unentuduiporansl (Milec et al., 2014).

Takum 00pa3om, ucciaeoBaHHE T'eHOB B-reHoma MSTKOW MIIEHUIIBI, CBI3aHHBIX C
KOJIOIIEHHEM, MEXaHM3MOB WX pPEryJisillMM U B3aUMOJEHCTBHM, MpeACcTaBisieT coOoM
3HAYMUTEIbHBI HMHTEpEC KaK C TOYKH 3PCHHUS H3yYeHUS MEXaHHU3MOB (OPMHPOBAHHS
JTAHHOTO TIPU3HAKA, TaK U C CETbCKOXO3SIICTBEHHON TOUKH 3PEHUS — 0100p 1 BHIBEJICHUE

COPTOB C MOAXOAAINIUMU JIOKYCaMH U I'CHAMU, MOOYJIUPYIOIIUMHU BPCMA KOJIOICHHA.

JlaGoparopusi pacroyiaraeT IByMs T€HETHUYCCKHMM MOJCIISIMH, KOHTPACTHBIMHU IIO
BPEMCHU KOJIOUICHHUS W TOIXOSIIAMHU JUIS M3y4YEHHsS] TCHOB, KOHTPOJUPYIOIIMX 3TOT
npusHak. [lepBast MOJIeIb — MOYTH U30TCHHBIC TMHUK MSITKOH minenutsl (Ppd-m u Ppd-0™,
Ppd-w u Ppd-0%), pasnuyaromuecs o cpokaM KOJIOIICHUSI Ha KOPOTKOM JHE, TIOJTYYCHBI
OT CKpEUIMBAaHUS PaHO MEPEXOJSIIEro K KOJOMIEHUI0 copTa Sonora (JOHOp) U JMHUU
OYJI2 (peuunueHT), MO3IHO MEePEeXOoadIleld K KOJOmEeHN0. JIMHUN Mpenoa0KUTeIbHO
oTnuyanuck o xpomocome 2B. Jlanuble muHuM ObITH pazpaboranbl nmpod. KomkuHbm
B. A. u npod. Mepexko A. @. Bo BHUU pacrenneBoactea um. H.M. Basunosa (BUP).
Bropas Mozenbs — momyssiusi peKOMOWHAHTHBIX MHOPEIHBIX XPOMOCOMHBIX JIMHHA,
NOJTy4eHHBIX 0T ckpenuBanus copra Chinese Spring (CS) u muaum copra Chinese Spring
(CS-5Bdic) ¢ 3aMernieHHoi XpoMocoMoii 5B, mepexosieii K KOJOMICHUIO Ha JIBE HEJICIH

IMMO3KEC ICPBOI'0 POAUTCIIA.

eab 1 32724 UCCJIEI0BAHUS

llenpto AaHHOrO HCCIEAOBAHUS SBISETCS WIACHTU(GUKALMS U XapaKTepUCTHKA
I€HOB, JIOKAJIM30BaHHBIX Ha XpoMocoMax 2B u 5B MsArkoi nmeHuIsl, HHIYIHPYIOMIMX
Nepexo/1 OT BEreTaTUBHON K TeHEPAaTUBHOM (a3e, U U3yUeHHE UX BKJIaJa B (GOPMUPOBAHUU

BPEMCHHU KOJIOIICHUH.



Jl1st peanu3aiuu 3TOH e ObUIH MOCTaBJICHBI CIISAYIOIINE 3a0a9H:

1. BrolsiBIeHUE TEHOB, OMNPEACNAIOINIUX PAa3JIUYUs O YYBCTBUTEIBHOCTH K
doToneproy y moYTH N30reHHBIX JiuHui Ppd-m u Ppd-w;

2. AHanm3 cTpyKTypHO# opranm3amuu rena Ppd-Bl, mokanm3zoBanHOTO Ha
xpoMmocome 2B, y moutu nzorennsix auauii Ppd-m u Ppd-w;

3. Upentndukanus reHoB Ha XpoMocome 5B, meTepMUHUPYIOUINX Pa3IHyIus
0 BpeMEHU KojomeHuss wMexay JsuHusmu nonymrsuuun  RICL ot
ckpenuBanus CS x CS-5Bdic;

4. XapaKkTepucTUKa CYTOYHON SKCIPECCHU T'EHOB, ACCOIMUPOBAHHBIX CO
BpEMEHEM KOJIOUIEHUS Ha MaTephajieé MOYTH M30T€HHBIX JUHUN U UuX
POJIUTENBCKUX COPTOB;

5. AHanu3 BO3MOXHBIX MEXTEHHBIX B3aUMOJICUCTBUNA, MPOUCXOSANIUX IPHU

yuactuu Ppd-Bla u reHoB, BBISIBICHHBIX HAa XpoMocoMe SB.

Hayunasi HoBU3Ha padoThI

B xone nanHo# paGoThl IpoBeeHa HICHTU(DUKAIUS JIOKYCOB, aCCCOITMUPOBAHHBIX C
BPEMEHEM KOJIOIIeHHsI, Ha XpoMocoMax 2 1 5 B-renoma msirkoit nmimenwuiisl. [lokazano, 4o
MPUYMHOMN pa3aIndus MOYTH U30TEHHBIX JIMHUM IO BPEMEHH KOJIOIIEHUS SIBISETCS 00J1acTh
Ha KOPOTKOM I1jIe4ye XxpoMocoMbl 2B Mexay mapkepamu Xgwm148 u Xgwm388. B nannoi
obnmactu pacnonaraercs ren PPD-Bl. Ananu3 mocienoBaTenbHOCTH JaHHOTO TeHa
MO3BOJIMJI BBISIBUTH MHCEPIUIO/IENENI0O U HeCcKOJIbKo SNP, oTIHYaronmx uccieayeMbpli
aJlIeNh OT JAPYTrUX JOMUHAHTHBIX Ppd-Bla annerneii, B TOM 4nciie, ¢ yBETUYCHHBIM YHUCIOM
KOTIMIA TeHa, M OT pereccuBHBIX ayuieneir Ppd-Blb B cectpunckux nmuuusx. [TokazaHo, yto
NPUYMHON paHHETO KOJIOIICHUS JIMHUM SBJISETCS YBEIMUYECHHUE YHCIa KOTIUIA JAHHOTO TeHa.
B pesynbraTe OmomH(pOPMATHYECKOTO aHaau3a NMpoMOTOpoB TeHOB PPD-1 BbIsSBICHBI
cnemuduunsie 1151 PPD-B1  Tpanckpunimionssie (akTopbl, CpeAu KOTOPBIX T'€HbI
MADS-box sBnstorcss HamOosee BeposSTHbIMH, creibuunbivu i PPD-B1,
perynsiTopamu SKcrpeccud. TakuM 00pa3oM, BIIEpBbIE MPEIOKEH MEXaHU3M MOYIISIIH

skcrpeccuu autess Ppd-Bla ¢ yBennyeHHBIM YUCIIOM KOIUH TeHa.

Ananuz MOITYJIIIUHA peKOM6I/IHaHTHBIX I/IH6peI[HI>IX XPOMOCOMHBIX JIMHUA METOJI0OM

BBICOKOIIPOMU3BOANUTCIILHOTO T'CHOTHIIMPOBAHHA C  IMOCJICAYIOIIHUM QT L'aHaJII/I30M,
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MO3BOJIMJI  BBISIBUTH JIOKYC B MPHUIEHTPOMEPHONH oOnacTu XpoMocoMbI 5B,
aCCOIIMMPOBAHHBIA C W3MECHCHHEM BPEMEHH KOJIOMIEHUs. B pesynbTate cpaBHEHUS
nocnenoBarenbHocTet SNP 13 taHHOTO JT0Kyca ¢ KOAUPYIOIIMMHE MOCIE0BATENbHOCTIMU
puca, Opaxunoanyma, sIMMEHS, MIICHUIIBI ypapTy, STUJIONCA U MATKOM IMIIEHUIBI U3 0a3
JAHHBIX, OBUIM BBISBJICHBI T'€HBI, ACCOIMMPOBAHHBIE C MapKepamMH U3 HCCIEAYEMOTO
nokyca. [IpoaHaiM3MpoBaHbl KOHCEPBATUBHEBIE JOMEHBI 3TUX T'€HOB C HCIOJIb30BaHUEM
pecypcoB 0a3bl JanHbIX UniProt u BriepBbIe MpeI0KEHbI TeHbI — KaHUAATHI TSI JAHHOTO
nokyca, WRKY, ERF/AP2, FHY3/FARL u ELF4, koTopsie MOTYT OBITH aCCOLIMUPOBAHBI C
pazIuuusMHU O BpeMeHHU koiomieHus. Panee Obuio mokaszano, yto 3tu rewsl (WRKY,
ERF/AP2, FHY3/FAR1 u ELF4) yuacTBytoT B peryisiyy BpeMEHHU I[BETCHUS Y MHOTHX

pacTeHui, HO TaHHBIX 00 UX yYaCTUH B MOAYJISILIUU LIBETCHUS MIIIEHUIIBI TTOKA HE OBLIO.

Jlnst aHanu3a B3aMMOJICHCTBUS TE€HOB, KOHTPOJHPYIOIIMX BpeMsl KOJOILIEHUS, C
WCIIOJIb30BAHUEM MOJICNIA TMOYTH HM30T€HHBIX JTUHUW U UX POJUTEITBCKHX (opM, OBLI
MPOBEJIEH aHallM3 MATTEPHOB CYTOYHOW 3kcmpeccun reHoB PPD-1 Bmecte ¢ renamu,
BoBJIedueHHBIMU B Bocmpustie csera (PHYA, PHYB, PHYC), u mepexon k HBETECHHUIO
(VRN-1, TaFT1) u paccMoTpeHbI MX B3auMoieicTBUs. [10o pe3yabTaTaM OCyIeCTBICHHBIX
B JIaHHOU pa0oTe aHaan3a KOPPEIAlfil MaTTePHOB SKCIPECCUUH, U aHAIIN3a IIPOMOTOPOB
in silico, BmepBbIe caeaaHO MPEANOIOKEHHE O BO3MOYKHOM IO3HUTHBHOM BJIMSIHHU
HEYyBCTBUTEIbHOTO K (hoTonepuony Ppd-Bla na skcnpeccuro PHYC B HOYHOE Bpews.
DTy runore3y MOATBEPKAAOT JaHHBIE 00 YBEJIMUEHUM KOJMUecTBa Oenka utoxpoma y
mvaul ¢ fomuHaHTHBIME PPD-1 anmnensvu (Komkun u ap., 2004). Taxxke ObLIO caeIaHO
NPEINOI0XKEeHHE, YTO TpaHCKpUniuoHHbIH (akTtop FHY3/FAR1, nokanu3oBaHHBIN B
IPULIEHTPOMEPHOIN YacTH XpOMOCOMBI 5B, MOKeT ObITh BOBJIEUEH BO B3aMMOJICHCTBUE

JaHHBIX I'€HOB.

Teopeanecmas{ N MPAKTHYECKasl SHAYMMOCTD UCCJICI0BAHUSA

[TonydyeHHble pe3ynbTaTbl MOTYT OBITh HCIOJNB30BaHbl B JajdbHEHIIeM AJis
byHIaMEeHTaIbHBIX UCCIIEIOBAHHMA, HATIPABICHHBIX HAa N3YYE€HHE B3aUMO/ICHCTBUS T€HOB,
y4acTBYIOIIMX B ()OPMHUPOBAHUM BPEMEHHU IIBETEHHUS MSTKOW MIIEHULBI. Tak, B Xoje
paloThI BBISIBJICHBI TPAHCKPUIIIIUOHHBIE (DaKTOPHI, JOMOTHSIIONMINE H3BECTHBIE MEXaHU3MBI

IBCTCHUA MIICHUI, YCTAHOBJICHBI HOBBLIC B3aUMOICUCTBHUS I'CHOB, BCCCTOPOHHC HU3YYCHA
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CTpYKTypHO-(l)YHKI_II/IOHa.HBHaH opraHusanus OJJHOI'O n3 OCHOBHBIX T'CHOB,

KOHTpoJiupytoux 11serenne, PPD-B1.

[lonydyeHHble pe3yiabTaTbl UMEIOT MPAKTHUYECKOE 3HAYEHHUE: HU3YyYEHHbIE JUHUU
Ppd-m u Ppd-w sBastoTcs JoHOpamMu TOMHHAHTHOTO ayuiens reHa PPD-B1 nns cozmanus
COPTOB C PpPaHHUM KOJOUIEHHEM, XOpOLIO aJaNTHPOBAHHBIX K IIUPOKOMY CIEKTPY
KJIMMaTUYECKUX YCIOBHI. 3HAaHUSI O HOBOM JIOKYyCE Ha XpoMocoMme 5B Takke MOryT ObITh

IMPUMCHCHBI JJIA HaHpaBHCHHOﬁ CCJICKIIMHU BBICOKOAAAIITUBHBIX COPTOB MSITKOM IIIICHUIIBI.

HOJ’IO)KQHI/ISI, BBIHOCHUMBIC Ha 3allIUTY

1) Jlokychl Ha XpoMocoMax B-reHoMa MSATKOW MINCHHIIBI, CBI3aHHBIC C WHAYKITUCH
KOJIOIIEHUS, pACIOJIOKEHbl Ha KOPOTKOM Iiede xpoMocombl 2B u B
NPULIEHTPOMEPHOI 001acTH XpOMOCOMBI SB.

2) Jlokyc Ha KOpOTKOM Iutede XpomocoMbl 2B coxmepxut amrens Ppd-Bla®™,
YBEJIMUEHHOE YHCIO KOMHM KOTOPOTO TOJOXKUTEIbHO BIHUSET Ha BpeMs
KOJIOIIICHUSI.

3) Jlokyc B TPUIICHTPOMEPHOW OO0JIACTH XpOMOCOMBI 5B BKiIIO4aeT B ceOsl TCHBI
WRKY, ERF/AP2, FHY3/FAR1 u ELF4 — perynsatopsl BpeMeHH LBETCHUS,
OTKCAaHHBIE JJIS1 MOJIENIBHBIX OOBEKTOB.

4) Amnens Ppd-Bla®™ nerepMuHUpYEeT HEUYBCTBHTEIBHOCTh K (POTONEPUOIY U B
HOYHOU MEPUO/I MOJOKUTENIBHO perynupyeT skcnpeccutro PHYC, rena penenropa

KpaCHOI'o CBCTaA.

JINYHBINA BKJIAJ aBTOpPa

JlmuHBIA BKJAQX aBTOpAa 3aKIOYAaeTCs B BBINIOJHEHHWH OCHOBHOTO 00BbeMa
TEOPETHUYECKUX U IKCTIEPUMEHTAIBHBIX UCCIEAOBAHUH 110 TeMe JaHHON pabOThI, BKIIOYAs
OOIMPHBIA aHAIN3 JIUTEPATYpPHBIX HMCTOYHUKOB, IUTAHUPOBAHUE W OCYIIECTBICHUE
IKCIIEPUMEHTANBHBIX paboT, (EHOTHNMHpPOBAHMWE pPACTEHHH, aHAIW3 U 00pabOTKY

MOJIYYCHHBIX JaHHbIX.

SSR-aHanm3 mo4TH U30TeHHBIX JUHUHN ObUT OCYIIECTBIEH COBMECTHO ¢ [loTOKMHOI
E.K., Orru 2.9. u CutaukoBeiM M.H. ®@enotunuueckuii ananu3 RICL nmuaMit nmpoBenex

coBMecTHO ¢ JleonoBou 1.H.
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CTpykTypa u 00beM padoThl

JluccepTanusi COCTOMT W3 OTJIABJICHHWSA, CIHCKA COKpAllleHWH, BBEACHHUS, 0030pa
JUTEpaTyphbl, OIUCAaHUS HCIOJb3YEMbIX MAaTEpPHaJIOB W METOJOB, pE3YJIbTATOB,
00CyXJIeHNs, 3aKIIFOUYCHHUS, BEIBOJIOB, CITUCKA IUTUPYEMOU JTUTEPATYPHI U MPUIIOKEHUH.
Pab6ota m3noxkena Ha 160 cTpaHMIIax MEYaTHOTO TEKCTa, COMEpKHUT 31 pucyHok u 4

Ta0JIUIIBI, 6 TIPUITOKEHU.

baaromapuoctu

ABTOp HCKpEeHHE OJarogaput HayqHoro pykoBoautens 1.0.H. mpod. Canuny Eneny
AptemoBHY. ABTOp BhIpaxkaeT OiarogapHocTh coTpyaHukam BUP um. BaBunosa 1.0.H.
[Totoxunoit Enene Kupunnosue, a taxke npod. Komxkuny B. A. 3a mpemocraBieHue
MaTepuana u Orru J. J. 3a noMoils B SSR-renoTunupoBanuu. ABTop 6:1arogaput npod.
A. Kopons (MHctutyT OBONMIONMHM, YHUBEpPCUTET Xai(bl) 32 MOMOLIL B OCBOECHUU
nporpaMM JJIsi TEHETUYECKOTO KapTUpOBaHUA. ABTOp ONIarogaputr COTPYIAHHKOB
1ab0paTOpUM MOJICKYJISIPHON F€HETUKH U IUTOreHeTHkH pactenuit k.0.H. lllepOans A. b.
3a IICHHBIC PEKOMEHJAIMK M IOMOIIb, B OCBOSHHWH MeTOjoB, a.0.H. JleonoBy M. H. 3a
MOMOIIh B EHOTUMUYECKOM aHAIN3€ pacTeHui, JabopantoB Ypbax B. I'. u baknanoBy
M. B. 3a momoups npu KyJbTUBUPOBAHMM pPACTEHUUA. ABTOp Takxke Ojarogapur
corpynuukoB LKII «Jlabopatopust uickyccTBeHHOro BbIpamuBanus pacteruit» u [IKII

«['enomukay. Pabora BeimosHeHa npu noaaepxkke ponaa PHD (rpant Ne 14-14-00161).

Anpobanus padoTsl

PaGora Obima mpeAcTaBieHa Ha POCCHUCKUX U MEXIYHAPOIHBIX HAYYHBIX
KoH(epeHusax: HaydHast KoHpEpeHIUs aCIUPaHTOB U MOJIOBIX YUEHBIX « AKTYyaTbHOCTh
Hacneaus H.M.BaBunoBa /i pa3BuTHs OMOJIOTHYECKUX U CENTbCKOX03IHCTBEHHBIX HAYK,
2012; The 2nd International Conference «Plant Genetics, Genomics, and Biotechnology»,
2012; III BaBwmmoBckas wMexayHapomHas koHbepenuus «Mnem H.U. BaBumoBa B
coBpemeHHOM Mupe», 2012; International Conference «Plant Genetics and Breeding
Technologies», 2013; The 3rd International Conference «Plant Genetics, Genomics, and
Biotechnology», 2015; Plant and Animal genome Asia, 2015; Plant Biology Europe
EPSO/FESPB 2016 Congress, 2016; The Tenth International Conference On
Bioinformatics Of Genome Regulation And Structure/Systems Biology, 2016;
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Iyoaukanun
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Identification of new heading date determinants in wheat 5B chromosome // BMC
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XpOMOCOME, YYAaCTBYIOIIMM B PpEryiasilUUd BPEMEHHU KOJIOUICHHUS MIIECHUIBI //
Bceepoccuiickas koH(pepeHnus ¢ MexayHapoaHbsiM ydactueM «50 ner BOI'uC:
yCHEeXH M MepCrneKTuBb», 2016, C. 178

11. Salina E.A., Kiseleva A.A. Characterization of wheat photoperiod insensitive Ppd-

Bla allele // 13th International Wheat Genetics Symposium 2017 (IWGS), 2017, P.
200

12. Kiseleva A.A., Salina E.A. New aspects of wheat photoperiod insensitive Ppd-B1

regulation and interactions // 4th International Scientific Conference "Plant
Genetics, Genomics, Bioinformatics and Biotechnology™ (PlantGen2017), 2017, P.
112



15

13.Salina E.A., Sergeeva E.M., Nesterov M.A., Kiseleva A.A, Frenkel Z., Korol A.,
Muterko A.F., IWGSC. Comparative analysis of 5B chromosome rearrangements
during wheat evolution based on physical mapping and sequencing data // Il
Bceepoccuiickas KOH(epeHIs c MEXITYHAPOIHBIM y4acTUEM
"BBICOKOTIPON3BOIUTEIIEHOE CEKBeHUpOBaHue B renomuke", 2017, P. 69

14.Kiseleva A.A., Salina E.A. Features of Ppd-B1l expression regulation and their
impact on the flowering time of wheat near-isogenic lines // benseBckue Utenus,
MexnayHapoaHass KoHgepeHius, nocBsameHHas 100-i1etuio co AHS POXKICHUS
akagemuka AH CCCP JI.K. bensesa, 2017, C. 218

15.Salina E.A., Sergeeva E.M., Nesterov M.A., Kiseleva A., Frenkel Z., Korol A.,
Muterko A.F., IWGSC. New insight on 5B wheat chromosome evolution based on
interspecies physical and genetic mapping // benseBckue Utenus, MexxayHapoHast
koH(pepenius, nocssmenHas 100-netuto co nusa poxaeHus akagemuka AH CCCP
J.K. bensena, C.222

IIpouee:

1. JIsicenko H.C., KuceneBa A.A., Murpodanosa O.I1., [Tlorokuna E.K. Karanor
MupoBoi kosutekiiuu BUP (Beimyck 815): msarkas mmenunia. MoJekymaspHoOe
tectupoBanue amneneid VRN- u PPD- reHoB y nonmynieHHbIX K UCIIONIb30BAaHUIO B
Poccuiickoit  ®enepammm  cenekimoHHbIX  coptoB. CII6.: THY BUP
Poccenpxozakagemun, 2014.

2. 3notura M.M., KuceneBa A.A., Iloroxmna E.K. Hcnomns3oBaHue aiieib-
cnenuuuHbIx MapkepoB TeHoB Vrn u Ppd ans  skcnpecc-aMarHOCTHKU
dboTONepUONIECKON YYBCTBUTEIBHOCTU U TIOTPEOHOCTH B SIPOBH3ALIUM MSTKOMN
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16

I'masa 1. O030p JuTepaTypsbl

1.1 I'eHeTHMYecKkHe MeXaHU3MbI HHHIIHALMM IIBeTeHus y A. thaliana

PactutenpHsIM  opraHusmMaMm BakHO ycmleTb c(opMHUpOBaTh CeMeHa MpHU
OJaronpuATHBIX ycioBHsIX. [loaToMy pacTeHus, OpUEHTUPYSACh HA CTUMYJIbI, TOJTy4aeMble
U3 BHELIHEH cpelpl M BHYTPEHHHE CUTHAJIbI, CLIOCOOHBI MEPEXOAUTh K T€HEPaTUBHOMY
pa3BUTHIO B HauOoJiee MOAXOJALIEEe IJsl 3TOro Bpems. Bpemsi 1BeTeHuss — NpHU3HAK,
KOTOPBIN 3aBUCUT OT KOMIIJIEKCA YCIIOBUM U BHYTPH BHJAa MOXKET BAPbUPOBATh B IIUPOKOM

Juaria3oHe.

W3ydenue MOJEKYJISAPHBIX B3aUMOJICHCTBUH, JIe)KalUX B OCHOBE (HOPMHUPOBaHUS
BPEMCHHU I[BETCHHS Yy TaKMX BUIOB, Kak mienuna (Triticum aestivum L.), obmamaronux
CIIO)KHO YCTPOCHHBIMM T'€HOMAaMH 3HAYUTEIbHBIX pasMEpoB, TPeOyeT MpPUBICUCHUS
3HAHMH O MyTAX [IBETCHUA Y MoJieibHBIX 00bekTOB (Cockram et al., 2007). I'eneTnueckue,
SMHUTCHETUYCCKUE U (PaKTOPBI OKPYIKAIOMICH CPe/bl, HHUIIUUPYIOIINE TIEPEX0 PACTCHUS
OT BEreTaTUBHOTO Pa3BUTHS K ICHEPATUBHOMY, JIyYIlle BCETO M3ydYeHBbl Ha MOJCIHHOM
pacrenun apabumoncuc (Arabidopsis thaliana) (Blimel et al., 2015). ApaOumorncuc
sBIsieTCsl (DaKyJIbTaTUBHBIM JITMHHOJHEBHBIM PAacTEHUEM. DTO O3HAYaeT, YTO PACTCHHE
3alBETACT 3HAYMUTEIBHO pAHBIIE B YCIOBHAX JIUHHOTO JHS (16 4YacoB CBETOBOIO

nepuo/a).

MHorue (paxTopbl, Kak BHEIIHHE, TaK U BHYTPEHHHUE, OKa3hIBAIOT BO3JCHCTBHE Ha
nepexo] pacTeHusl K 1BeTeHHI0. K OCHOBHBIM BHYTPEHHUM (haKTOpaM, ClIeyeT OTHECTH:
nupkaaaeie putMel (Fowler etal., 1999; Mizoguchi et al., 2005), o61uii aBTOHOMHBIH Ty Th
(Simpson, 2004; He, 2012; Kim & Sung, 2014), yraeBoausiii ctatyc (Wahl et al., 2013),
crapenue (Aukerman & Sakai, 2003; Chen, 2004; Jung et al., 2012), ¢guroropmoHsI
(D’Aloia et al., 2011; Porri et al., 2012). OcHOBHBIE SK30T€HHBIE (haKTOPHI, OKa3bIBAIOIITHE
BJIMSIHME Ha MepexoJ K 1BeTeHuto: ¢poronepuona (Johansson & Staiger, 2015; Song et al.,
2015), sposusarus (Bo3zaeiictBue Hu3kux Temmeparyp) (Michaels & Amasino, 1999;
Sheldon et al., 1999; Sheldon et al., 2000) u Temneparypa okpyxatoreii cpensr (Lee et al.,
2007; Posé¢ et al., 2013; Thines et al., 2014). O0mias cxemMa, MOKa3bIBAIOIIAsT OCHOBHBIX

YYaCTHHKOB (DOpMHUPOBaHMS BPEMEHHU [[BETEHHS MPUBEACHA Ha puc. 1.
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Puc. 1. Cxema omnpesienieHust BpeMeHH I[BeTeHUs y apadbuaornicuca o (Bouché et al., 2016).
PacmmudpoBka 0003HadeHMI MpUBEIEHA HA CXEME BHU3Y.

CurHajipHBIC TYTH, pPEArdpyloOIIMe Ha pa3jM4YHbIC SHJOTCHHBICE W OK30TCHHBIC
(haKkTopbl, CBOAATCS K HECKOJBKHM HHTETPAJIbHBIM T'€HaM, HHUIIMHPYIOUINM MEPEeXo]] K
userennto: FT  (FLOWERING LOCUS T) wu SOCl (SUPPRESSOR OF
OVEREXPRESSION OF CONSTANS 1). OHu aKkTHBHpPYIOT T€HBl HICHTHYHOCTH
dopansubix Mepuctem LFY (LEAFY), AP1 (APETALAL), SEP3 (SEPALLATA3) u FUL
(FRUITFULL), koTopble y4acTBYIOT B (POPMUPOBAHHH IBETKA.

111 ®oronepuoguvecKuii NyTh Peryasiiii HHUIUANUYA BETEHHUSA

JIMuHAa CBETOBOTO JIHSA SBJISCTCS BaXHBIM (DAKTOpPOM pPa3BHTHSI PACTCHUIA,
HEOOXOMMMBIM ISl PETYJSIMM  MHOTHX MPOIECCOB, CBS3aHHBIX C CE30HHBIMH
usmeneHussmu (Song et al., 2015). B 3aBucuMoCTH OT peakiiu Ha (POTONEPUO/T pa3IHYa0OT
TPU OCHOBHBIC TPYIIbBI: PACTEHUS JUIMHHOTO JHS, MEPEXOMASNIMe K I[BETCHUIO IMPH
CBETOBOM Iiepuozie Oosee 16 vacoB (apaOWOICUC, TINEHUIA, SYMEHB); PACTCHUS

KOPOTKOTO JHS, MEPEeXOo/IsIIre K [BETEHUIO TP JJIMHE CBETOBOro JHS MeHee 10 gacoB



18

(puc, KyKypy3a); U HEUTpalbHOAHEBHbIC pacTeHus (aconb, aOpoHHs), Ha BpeMs
[IBETEHUS] KOTOpPHIX (poTomepuos He okas3biBaeT 3HaumMmoro Biusius (Taiz & Zeiger,

2002).

OcHOBHBIM (DAaKTOPOM, MEPEHAIOIIUM CUTHAI O (OTOMEPHOE, SIBISCTCS OENIoK
CONSTANS (CO) (puc. 1). Tpauckpunimonusiii ¢aktop CO sABISETCS OIHUM H3
HaunOoJiee BaKHBIX akTHBaTopoB reHa FT (Song et al., 2012; Valverde et al., 2004). I'en
FT, akcripeccupysich, 00pa3yeT 0e10K, KOTOPbIH IepeMeIaeTcsl U3 JIUCTHEB B alTMKATBHYIO

mepuctemy, cBsazpiBaeTca ¢ FD (FLOWERING LOCUS D) u unuimupyer nBeTeHue.

Pecynayun sxcnpeccuu CO. llupkamHble pUTMBI U CBETOBOW CHUTHAJIBHBIA ITYTh
perynupyiotT Bpemsi skcnpeccud CO u axtuBHocTh Oenka CO (Song et al.,, 2013).
OcHoBHYIO poiib B opMupoBanuu natrepHa skcrpeccurn CO wurparot ¢axropsr FKF1
(FLAVIN-BINDING, KELCH REPEAT, F-BOX 1), GI (GIGANTEA), u CDFs (CYCLING
DOF FACTORS), koTopble, B CBOIO O4Yepeb, PETYIUPYIOTCS ITUPKAIHBIMA PUTMaMH

(Imaizumi et al., 2005; Song et al., 2012).

B ycnoBusix miuHHOTO JHS YpoBeHb dKcnipeccuu CO HaxoauTcs HAa MUHHUMAJIbHOM
YpOBHE B YTPCHHHI IEPUOJI, 3aT€M CIEAYyeT YCHJICHHE SKCIIPECCUU B JTHEBHOEC BPEMS
nocJie MOJYAHs A0 HACTYIUICHUS TMHKAa B HOYHOE BpeMs. Takol MmepuoauyHbIN NaTTepH
sxcrpeccur CO perynupyeTcs TpaHcKpuniroHHsiMU penpeccopamu CDF (CDF1, CDF2,
CDF3 u CDF5). benok CDF1 nanpsmyto cBsizbiBaercsi ¢ mpomotopom CO, mogasisist ero
OKCIPECCHUIO U 00eCcIIeYrBasi CHIKCHHE YPOBHS SKCIIPECCHH B yTpeHHMI nmepuoa (Fornara
et al., 2009; Imaizumi et al., 2005). Dkcnpeccusst CDF1 naxoauTcs 1oj KOHTpOJIEM
mupkaaaeix putMoB. CCAl u LHY unaynupyrot skenpeccuto CDF1 Ha paccBere u B
cepenune aas. PRR9Y, PRR7, u PRRS nomasnstor skcnpeccuto CDF1, CDF2, CDF3, u
CDF5 (Nakamichi et al., 2007).

JueBnas skcnpeccusi CO nmo3utuBHO peryiupyetcs B3umoencTyromumu FKF1 u
Gl (Sawa et al., 2007). B ycnoBusx amunHoro aust FKF1 Bzaumonetictyer ¢ Gl qaem, u
TOT KOMIUIeKC paspymaer Oenku CDF, 4TO TPUBOAUT K CHATHIO PEMPECcCOPOB C
npomoTopa CO. B ycnoBusix kopotkoro ans nuku dkcripeccuu FKF1 u Gl ve coBmanator,
u CDF nopnasnsitor skcnpeccuto CO B Teuenun Bcero aust (Sawa et al., 2007). ZTL wu
LKP2, BzaumonetictBytomue ¢ FKF1 u Gl, BoBneuens B necrabunu3anuto 6enka CDF2

(Fornara et al., 2009). Kak tonbko penpeccopbl CDF oka3bIBaroTCst yaajaeHbl ¢ IpOMOTOpa
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komriekcom FKF1-Gl, Ttpanckpuniumonnsie ¢akropsl cemeiictea bHLH, FBHI
(FLOWERING BHLH1), FBH2, FBH3 u FBH4, ununuupyrot Tpanckpunuuto CO. benkn

FBH cBs3biBatorcs ¢ E-box snementom B mpomorope CO (lto et al., 2012).

Hpyrumu  BaxkueiMu peryistopamu CO  sBustoress  ortopenentopel. PHYB
OKa3bIBaeT HETaTHBHOE BO3JCUCTBHE Kak Ha dkcnpeccuto CO, Tak U Ha cTaOWILHOCTD €T0
oenka (Halliday et al., 2003; Endo et al., 2013). PHY A, Hao60poT, cTabmiin3upyroeT 6eIokK
CO, u, Takum o6pa3oM, MO3UTHBHO BIUsAET Ha 1BeTeHue (Tepperman et al., 2001; Valverde
et al., 2004).

Takum oOpa3oM, MOXKHO cHeslaTh BBIBOJ, YTO Ha 3kcrpeccuto reHa CO Biwuser
MHOXECTBO TPAHCKPUIIIMOHHBIX PETYyJISATOpPOB, W cTabmibHOCTH Oenmka CO Taroke
omnpenensierca OOJbIIUM KOJIU4YecTBOM (akTopoB. Tem He MeHee, OCHOBHYIO POJIb B

perymsimun CO UrparoT reHbl MUPKATHBIX PUTMOB PACTEHUI.

Hupkaonsvie pummol. 1{eHTpaNbHBIN OCIHIIUIATOP apabuaorcuca MPeaCcTaBIsSeT
c000¥ HECKOJBKO NeTeNb, PYHKIIMOHUPYIONIUX 110 MPHHIUITY oOpatHoii csi3u (McClung,
2006) (puc. 2). JIBa OJIM3KOPOACTBEHHBIX TpaHCKpUMIMOHHBIX ¢akrtopa LHY (LATE
ELONGATED HYPOCOTYL) u CCAl (CIRCADIAN CLOCK ASSOCIATEDI1) na
IIUKE CBOCH JKCIIpeccuu Ha paccBere nmonanisitoT skcnpeccuio TOCL (TIMING OF CAB
EXPRESSION1)/PRR1 (PSEUDO-RESPONSE REGULATORI1), nuk 3KCHOpECCHH

KOTOPOTO MPUXOIUTCS Ha BeuepHee Bpems (Alabadi et al., 2001).
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PRR7

T

— _| Benok-6enkoBkle BepoATHble
- lenb! [ Benky AxTHBALMA Penpeccua ( B3aUMOJEHCTBUA MeXaHNaMbl

Puc. 2. Cxemarndyeckoe M300pa)kKeHHE OCHOBHBIX KOMIIOHEHTOB HHPKAJHBIX PHUTMOB
apalujorncuca u ux B3aumosericteuii no (Bouché et al., 2016).

TOC1/PRR1 — omuH W3 OCHOBHBIX I'eHOB cemeiictBa PRRS, muku skcnpeccun
KOTOPBIX MPOUCXOJAT C HEKOTOPOU MEPHOAMYHOCTHIO B TeUeHHUHU JTHS, HaunHas ¢ PRRI u
PRR7 yrpom, nanee — PRR5, u 3atem TOCL1 B Beuepuee Bpems (Nakamichi et al., 2010;
Matsushika et al., 2000). IIceBmo-perynsitopel otBera (PRRS), Bkirouas TOCL,
nocienoBatenbHo moaaBisoT akcnpeccuio CCAL u LHY B reuennu nus (Nakamichi etal.,

2010; Huang et al., 2012; Gendron et al., 2012).

JIpyruM BaKHBIM PETYJISATOPHBIM 3JEMEHTOM SIBIISICTCS. BEUEPHHUIH KOMILIEKC
(evening complex, EC), cocrosimuit u3 ELF3 (EARLY FLOWERING 3), ELF4 u JTHK-
casbiBaroriero ¢akropa LUX (LUX ARRHYTHMO) (Dixon etal., 2011; Nusinow et al.,
2011; Herrero et al., 2012). CCA1 u LHY penpeccupyroT BeuepHuii komruiekc reHos (Lu
et al., 2012), a BeuepHHii KOMILIEKC, B CBOIO ouepeb, mogasiser PRR9, PRR7, PRR5 u

TOC1, u, xak cnencreue, ymensinaer penpeccuro CCAL u LHY.

ZEITLUPE (ZTL) yuyactByer B (pOpPMHPOBAaHUH €IIE OJJHOM METIH OOpAaTHOM CBSI3U
(Rawat et al., 2011; Mas et al., 2003). LWD1 (LIGHT-REGULATED WD1) u LWD2

sBisitorcest aktuBatopamu PRR9, PRR7 u PRR5 u toxke obpasyrot neriaro (Wang et al.,
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2011). VYrpennue renni LNK1 (NIGHT LIGHT-INDUCIBLE AND CLOCK-
REGULATED1) u LNK2, unayiupyemblie KpaCHbBIM CBETOM, CTUMYJIUPYIOT 3KCIPECCHIO
1ejo Tpynnel BeuepHux reHoB, Bkmodas ELF4 u PRR5, naxomsce mon pempeccueit
niceBo-perynaropoB orsera (PRRS), u dopmupys emie oaHy NETIIO OTPUIATCILHOU
obparnoii ces3u (Rugnone et al., 2013). Kpome toro, LNK1 u LNK2 B3aumoaeiictBys ¢
CCA1l1, LHY, RVE4, u RVES, ©GyHKOHOHUPYIOT B KayecTBE KOAKTHBATOPOB
tpanckpunimu PRR5 u ELF4 (Xie et al., 2014).

YTo0Obl 1O0CTHYDh CUHXPOHHOCTH C LIMKJIAMH CMEHBI JHS U HOYM, IUPKAJIHbIE PUTMBI
pacTeHHsl PEryIupyroTcs (POTOPEUeNnTOpaMu KpPAaCHOTO/JaIbHETO KpPAacHOTO CBeTa
¢utoxpomamu (PHYA — PHYE) u dotopenientopamu CUHEro CBeTa KpUITOXpOMaMHU
(CRY1L u CRY2), ¥ HEKOTOPBIMH JPYIMMH OCJIKAMH, COJACPIKAIlMMH JTOMCHBI,
BocnpuuMuuBbie K cBeToBoMy curHany — ZTL, FKF1 (FLAVIN-BINDING, KELCH
REPEAT, F-BOX 1), u LKP2 (LOV KELCH PROTEIN 2) (Fankhauser & Staiger, 2002).

OCL[I/IJ'IJ'IHLII/IH OCJIKOB MUPKAAHBIX PUTMOB, B CBOIO O4YCPCJb, KOHTPOJIUPYET MHOTHUC
OMOJIOTMYECKHE IMpoueccCol, 1 OTBCYACT 3a TO, YTOOBI CE30HHBIC IIpOonCCChl, TAKUC KaK

nepexo/I K IBETCHUIO, TIPOXOIWIH B TToxosiiee Bpems (Johansson & Staiger, 2015).

1.1.2 Peryasinusi X0J1010M (IpOBH3AIMA)

Y MHOTHX pacTE€HHH B X0J1€ IBOJIOIUH BHIPAOOTATUCH MEXAaHU3MBI, OTIPEACTISIONINE
NOTPEOHOCTh B IPOJOJIKUTEIILHOM BO3JCHCTBUU HU3KUMHU TEMIIepaTypamMu (SIpOBU3aLIUN)
JUIA TIOCJIEAYIOIIEro IMepexoja K IIBEeTEHHI0. OTO HEO0OXOIUMO, UYTOOBI pPaCTEHHS

MNEPEXOaNUIN K FGHCpaTHBHOﬁ CTaaAWH PAa3BUTHUA TOJBKO B IMOAXOAAIICEC BPEMA 10/1a.

KiroueBbIM reHOM, KOHTpOiHpyrommM moTpedHocts A. thaliana B spoBusanmmy,
seisietcst FLC (FLOWERING LOCUS C), koaupyromiuii TPaHCKPUIIIIHOHHBIH (akTop
cemeiictBa MADS-box. FLC wneraruBHo Bimser Ha Tpanckpumiuioo SOCL, FT, FD,
HE0OXOAUMBIX i nHUIManuu 1Betenus (Jarillo & Pifieiro, 2011). ¥V Bcex 3TuX reHoB B
poMOTOpHO# oOactu ooHapyxkena CArG box-mociie10BaTeIbHOCTh, OTBETCTBECHHAS 32
cea3piBanne ¢ FLC (Alexandre & Hennig, 2008). Ilocine AIUTEN,HOrO BO3ACHCTBHS
xojno10M 3kcrpeccusi FLC nopasisieTcst B pe3yibTaTe SMUTEHETHUECKUX MepecTpoek. B

OCHOB€ 3THX JMNUI'CHCTHYCCKHUX MCXAaHU3MOB HAXOAUTCA HECCKOJBKO KOMIIIICKCOB I'CHOB,
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OTBETCTBEHHBIX 3a HETraTUBHYIO peryisiuio skcnpeccun FLC: xommiuexkc PRC2
(Polycomb repressive complex 2), BOBJICUYCHHBIH B pPEMPECCUPOBAHHE ITYTEM
tpuMetuupoBanus H3 rucrona mo 27 musuny (H3K27me3) u tpumerunupoBanue H3
riucroHa no 9 musuny (H3K9me3) (Jiang et al., 2008), ren VIN3 u3 storo komruiekca
BOBJICUCH TAaK)XE B JIcallcTWIMPOBaHKE, BbI3BaHHOE sipoBu3anueii; kommieke PRCI-like
yuacTtByeT B pactpeneneHun H3K27me3 (tpumerunupoBanue H3 rucrona no 27 mu3uny)
u H3K9me3 (Bratzel et al., 2010); HDAC KOMIUIEKC HETaTHBHO pETyJIHPYET

metunupoBanne H3K4 u neanerunuposanue ructonos (Yu et al., 2011).

M3BecTHBI Takke KOMIUIEKCHI T€HOB, O3UTHUBHO perynupyoomux FLC. B nepsyro
ouepenp, 3T0 Tpymma reHoB, accomuupoBaHHbix ¢ FRI (FRIGIDA), u o6pasyrommx
FRIGIDA-xoMIiekc. DTOT KOMIUIEKC T€HOB YYacTBYET B TPHUBJICUCHUH AKTHBATOPOB
TPAHCKPHIIIMK U TpuMeTmnpoBanuu H3 rucrona no 36 musuny (H3K36me3) (He, 2012).
Jpyrue xomruiekchl, akTuBHpyromue skcmpeccuto FLC: COMPASS, RADG6-BREI],
PAF1, SWR1, FACT.

['eHbl, HEraTUBHO BIiIMsIONIME Ha dKcrpeccuio FLC, akTUBHpYIOTCS B pe3yibTare
JUTATEJIBHOTO BO3JICHCTBHS MOHWKEeHHbIME Temreparypamu (Angel et al., 2011), a reHsl,
axtuBupytorme FLC, nao6opor, mogasmstorcs (Hu et al., 2014). Benencteue sspoBU3aium
naTTepHbl MeTWIHpoBaHWsS THUCTOHOB FLC uW3MEHsIOTCS, W 3TH SIUTCHETUYECKHE

HN3MCHCHUSA COXPAHAIOTCA, YTO MMO3BOJIACT PACTCHUIO JICTOM IICPEXOANTH K IBETCHUIO.

1.1.3 Peryasinusi TeMnepaTypoii OKpykaroieii cpeabl

Teruple MOTOMHBIC YCIOBHS TOJIOKHUTEIHHO BIUSIOT Ha MEpexo] apadujoricuca K
LBETCHUIO. J[aHHBIM MEXaHMW3M AacCOLUMMPOBAH C pa3nu4yHbIMM TreHamu. Hampuwmep,
TpanckpunuuoHubie GpakTopsl PIF4 u PIFS yckopsioT 1iBeTeHne, Mo0KUTEIHHO BIUSSA HA
sxcrpeccuto FT (Thines et al., 2014). [Ipyroii reH, y4acTBYIOIINI B MHUIIHAIIUH [[BETCHHU,
FLM (FLOWERING LOCUS M) mo-pa3sHOMYy cImaiicupyercss B 3aBUCHMOCTH OT
TEeMIIEpaTyphl, U COOTBETCTBEHHO, MO pa3HOMYy BiusAeT Ha uBereHue (Posé et al., 2013).
N3BectHO Takxke, uyto reH SVP (SHORT VEGETATIVE PHASE) npunumaer y4actue B
peryJIMpOBaHUM IIBETCHHUS B OTBET Ha TeMIIepaTtypy OKpyxaromiei cpemsl (Lee et al.,

2007).
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1.1.4 OOmmuii aBTOHOMHBIH MyTh

OcHoBHbIME TeHamu aBToHOMHOro mytu cumtaror FCA (FLOWERING TIME
CONTROL LOCUS A), FLD (FLOWERING LOCUS D), FY (FLOWERING LOCUS Y),
FPA, LD (LUMINIDEPENDENS), FVE (Simpson, 2002). Myramuu 1Mo 3THM TIeHaMm
acCOLMUPOBAHBI C TMO3JHUM TEPEXOJOM K IIBETCHHIO B YCIOBHUS KaK JUIMHHOTO, TaK W
KOpOTKOTO JTHS. OCHOBHBIM MEXaHU3MOM JICHCTBUS ITUX T€HOB SBIISIETCS PEryTHPOBAHHE

skcnpeccuun FLC HesaBucuMo oT myTH sipoBu3aruu (Simpson, 2002).

1.15 Craaus pa3BUTHA pacTeHHs

Y1oObl MHULIMUPOBATH LIBETEHUE, PACTEHUIO HEOOXOAUMO MEPEHTH U3 IOBEHWJIbHOMN
BO B3pPOCIYIO CTAAUIO0 Pa3BUTHUSA. DTOT NEPEXO] ONMPEEAETCA, B OCHOBHOM, BO3PAaCTOM.
DTOT MyTh peryiupyercs, TiaaBHbIM oOpa3zom, MukpoPHK mMIiR156, meneBbiM reHOM
KOTOporo siisieTcst TpanckpunuuoHHblin paktop SQUAMOSA PROMOTER BINDING-
LIKE (SPL), oTBeuaromuii 3a WHULHALMIO IBETCHHUS B YCIOBUSX HEHUHIYKTUBHOTO

doronepuoaa (Wang, 2014).

1.1.6  YraeBoaHblii cTaTyC

Hakomnenue  Tperamosbli-6-gocar B TKAHSIX CBA3aHO C  AKTUBHOCTHIO
(OTOCHHTETHYCCKUX ITPOIIECCOB M OTPAXKAET CTATYC MUTAHUS PACTEHHUS U €r0 TOTOBHOCTh
K IBETCHHIO. BBIJIO MOKa3aHO, YTO OTCYTCTBUE T'€HA CHHTE3a JaHHOTO BemiecTtBa TPS1

(TREHALOSE-6-PHOSPHATE SYNTHASE 1) y apabumoncuca o0yciIaBIMBaeT OYCHb

Mo3/IHeE IIBETEHUE Aake B MHAYKTHBHBIX ycrmoBusx (Wahl et al., 2013).

1.1.7 TopmoHanabHasi peryJ/siliisi BpeMeHH I[BeTeHUs!

OcHOBHBIMH (DUTOTOPMOHAMHU, BIUSIONIUMHU HA WHUIHAALUIO [BETCHHUS, SBIISIOTCS

ru06epemunbl (I'A) u nurokuaunsl (LIK).

VY apabunoncuca ['A saBnsercs OJHUM U3 OCHOBHBIX (DAaKTOPOB, OINpPEACIISIOMINX
nepexo] K BETEHHUIO B YCIOBHUIX HEMHAYKTUBHOIO (oTonepuoia (KOpoTKOro CBETOBOTO

nHs). Tak, MyTaHThI 110 TeHy cuHTe3a ['A BooO1Ie HE MEPEXOAT K LIBETEHUIO B YCIOBUAX
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KOPOTKOTO JIHS, B TO BpeMs KaK OJK30TeHHass o0paboTka TuOOepeuTMHOM pacTeHHN
apadunorncuca yckopset nuperenue (Wilson et al., 1992). Briio moka3zano, yro I'A Moxer
BusATh Kak Ha Tpanckpumiuio FT, TSF (TWIN SISTER OF FT) (Galvao et al., 2012), u
SOC1 (Eriksson et al., 2006), Tax ¥ HampsMyl Ha HEKOTOPBIE T'CHBI WIACHTHYHOCTH
dnopansHBIX MepucTeM, Hanpumep, LEAFY (LFY) (Blazquez et al., 1997; Eriksson et al.,
2006).

LIUTOKMHUH TaKKe MOKET BIMATh HAa MHULMAIMIO [IBETEHUs. BblIo Moka3zaHo, 4TO
3TOT (PUTOTOPMOH MOXKET HHIYIUpPOBaTh TpaHcKpumimio TSF (puc. 1), TeM cambiMm

MOJIOXKUTEIHHO BJIMSS Ha mepexos k npeteHuto (D’Aloia et al., 2011).

BaxxHo 3amMeTHTh, 4TO MyTh PETryJsLUU BPEMEHH LBETEHUS (UTOTOPMOHAMHU HE
yHuUBepcasieH. ['n00epeyiuH yCKOpsieT LIBETEHUE Y MHOTHUX PAcTeHUH UIMHHOTO JHS B
YCIIOBUSIX HEMHIYKTHUBHOTO (poTomepuona. A pacTeHHsi KOPOTKOIO JHs, 00pabOTaHHbIE
['A wn BblpamMBacMble Ha [UIMHHOM JIHE, HUKAaK HE pearupyroT Ha 3TO BO3ZCHCTBHE.
[IprueM, HEKOTOpbIE pacTeHHUsl pearupyroT Ha ['A MPOTHUBOIONOKHBIM O0pa3oM — He

nepexo T k nBereHuto cobceM (Mutasa-Gottgens & Hedden, 2009).

1.1.8 3akaouenue mo riaase 1.1

VY apabujoncuca MHAYKIMUS LBETEHUS XOPOLIO M3y4Y€HAa Ha MOJIEKYJSPHOM YpPOBHE.
M3BECTHBI OCHOBHBIE PENPECCOPbl W AKTHUBATOPHI, OTBETCTBEHHBIE 3a PETYJISALMIO
CYTOYHBIX MMAaTTEPHOB IKCIPECCUH KIIIOUEBBIX PETYNSITOPOB LiBeTeHUust — reHoB CO u FT.
[TokazaHo, 4TO 3TH (aKTOPBl BIUSIOT HE TOJBKO HA TPAHCKPHIILIMIO 3TUX TI'EHOB,
MHAKTUBAIIMIO PEIPECCOPOB ATHX I'€HOB, HO U Ha CTPYKTYpPY XPOMATHHA, CTAOMIIBHOCTh
Oenka. BaxHo 3aMeTUTh, YTO NO3UTUBHAS TPAHCKPUIILMOHHAS perymsuus FT npoucxoaut
pU MHAYKTUBHOM (oTonepuone (onpeneieHHol anuHe nus). M, HecMoTps Ha TO, 4TO
redbl CO u FT kxoHcepBaTuBHBI y OOJBIIMHCTBA PACTCHHH KaK JJIWHHOTO JHS TakK U
KOPOTKOI'O, MOJIEKYJISIPHBIE MEXAHU3MBbl, PEryJIUpPYIOIIUE MX aKTUBHOCTb M MATTEPHBI

OKCIIPECCUN MOTYT OTJIIMYAThCA.
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1.2 Mexanu3Mbl (pOpMHUPOBAHUSI BpeMeHHU KojomeHust Triticum aestivum

VY apabumorncruca OCHOBHBIM PEryisiTOpoM (OTONEPUOINYECKOTO OTBETA SBISIETCS
rer CONSTANS (CO), perymupyromiuii sxcripeccuto FT. B orcyrerBun PHYB (B HouHOe
Bpemsi) O6emok CO HakaruMBaeTcs, 9TO TMO3UTHUBHO BIIMSET HA MEPEXOi] K IBETCHHIO. Y
37IaKOBBIX, B TOM YHCJIC MIICHHUIIBI, IICHTPAILHBIMU PETYIATOPAMHU (HOTONEPHUOTNIECKOTO

otBeta sBisI0TCa rersl PPD-1, a apdexr CONSTANS mposiBiisieTcst TOTBKO B OTCYTCTBHU

PPD-1 (Alqudah et al., 2014; Yang et al., 2014).

[TpuHATO cYUTaTh, YTO BPEMs KOJIOIICHHS TEKCAIUIOMJIHOW MIICHHIIBI 3aBUCHT, B
OCHOBHOM, OT TpeX reHernuyeckux cucteM: reHbl VRN-1, ompexaenstoniie moTpeOGHOCTh
pactenus B spoBusauuu; TeHsl PPD-1, omnpenenstomue (poTonepuoandecKyro
YyBCTBUTEJILHOCTB; U JIOKYCHI eps (earliness per se), 00bsICHSIONNE pa3Inyusi BO BpEMEHH
KOJIOIIICHUS TIPHU YAOBJICTBOPEHHBIX IMOTPEOHOCTSIX B SPOBH3AlMH U (OTONMEPHOIC

(Worland, 1996).

Ha panHBIE MOMEHT, KpOME 3THX OCHOBHBIX ITIYTE€H, TaKXe IIOKa3aHa poJib
¢dutoropmonos (rudoepenunos) (Pearce et al., 2013), mukpoPHK (Pearce et al., 2016), u
MHOTMX T€HOB, aCCOLMMPOBAHHBIX CO BPEMEHEM KOJIOIIEHUS, HO KOTOPHIE CIIOXKHO
OTHECTH K Kakoi-1100 u3 onucanubix cucteM. Hanpumep, renst PHYC (Chen et al., 2014)
u PHYB (Pearce et al., 2016) kogupyroT perienTopsl CBETa, U PEryJIMPYIOT, TAKUM 00pa3oM,
octajmpHble TeHbl. A TeHbl TaFT-1 gBisitoTCs MHTErpaTopaMu CUTHAJIOB IyTeHl
sipoBH3aIMHU, GOTOTIEPHOIa U IIUPKATHBIX puTMOB pactenuid (Yan et al., 2006). dynHkiuu
reHoB VRN-1 He orpaHnumBaioTcs oOmpeelieHneM MNOTPeOHOCTH B SPOBU3ALUU:
AKCIIPECCUPYSCh B aTUKAJIbBHBIX MEPUCTEMAX, 3TU T'€Hbl BOCIPUHUMAIOT CUTHal OT TaFT-
1 ¥ MHAIMHPYIOT TeHbl HIACHTUYHOCTH (uiopanbHbix MepucteM (Chen & Dubcovsky,
2012). OOoOmIeHHass cxema IyTel ONpeeiICHHUs BPEMEHU KOJIOIICHHS IIICHUIIBI

npe/icTaBlIeHa Ha puc. 3.
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Puc. 3. Cxema perynsnuu BpeMeHHU LBeTeHHs mieHuIbl. Anantuposano mo (Chen et al.,
2014) ¢ nononnenusmu u3 (Pearce et al., 2016).

I[J'I?I 0oJ1ee TOJIHOTO NMOHUMAHUS MCXAaHHM3MOB, JIC)KAIIUX B OCHOBEC OIIPCACIICHUA
BPCMCHHU IBCTCHUS IMIICHUIIDI, HCO6XOI[I/IMO HOIIpO6HO PaCcCMOTPETb KOMIIOHCHTBI 2TOT'O

MyTH.
1.2.1 T'ennt VRN omnpenensiioT 4yBCTBUTEJIBLHOCTb K SIPOBU3AIIUH

['ensr VRN-1, xoHTpodupymomue MOTPEOHOCTh MIIEHUIIBI B SIPOBU3ALMHU, ObUIN
JIOKaJIN30BaHbl Ha 5 rpymnme xpomocoM (Maiictpenko, 1973; Galiba et al., 1995; Law et
al., 1976). JlanHble TeHbI KOMUPYIOT TpaHCKpunroHHbIe (pakTopel MADS-box (Trevaskis
et al., 2003; Trevaskis et al., 2007), Beicokoromonoruunbie ¢aktopam APETALA-1,
CAULIFLOWER u FRUITFUL (Kumar et al., 2012; Yan et al., 2003), kotopsie y
apabuoncuca peryJupyloT Tepexo OT BeTeTaTUBHON (a3bl pa3BUTHSI K T€HEPATHBHOMN
(Ferrandiz et al., 2000). VRN-1 HeoOxoaum s 3aKJIa KA M MMOAAEPKaHUS (PIopabHOM

MepHUCTeMbl Ha Bepxylke nodera mmenuibl (Trevaskis et al., 2003; Yan et al., 2003).
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Bbu1o mokaszaHo, 4To IS TIepexo/a pacTeHUs K IIBETEHUIO HE0OX0IMMO, YTOObI YPOBEHb
tpanckpunta VRN-1 noctur onpeneneHHoro moporooro 3uauenus (Loukoianov et al.,
2005). O3umble copTa MIIECHHUI] HECYT PEIECCUBHBIC ajlIen VIN-1, SKCIpeccus KOTOPhIX
OJIOKMPOBaHA JIO TIEPUO/1a BO3ACHCTBIYSI TOHMKEHHBIX TEMIIepaTyp (SpoBu3amnun). SIpoBbie
COpTa XapaKTEpU3YIOTCS TOMHHAHTHBIMU ajuieisiMu VIN-1, KOTOpble SKCIPECCUPYIOTCS
koHctuTyTuBHO (LOukoianov et al.,, 2005). K spoBomMy TuIy pa3BUTHS M OTCYTCTBHUIO
HEOOXOTMMOCTH SIPOBU3AITMH JIJIS TIEPEX0/1a K IIBETEHUIO MMPUBOIST MYTAIlUU B TIOOOM W3
romeosoruunbix VRN-1 renos (Greenup et al., 2009). [{ns xaxmaoro u3 JOMHHAHTHBIX
VRN-1 reHoB W3BECTHBI HECKOJIHKO MYTAHTHBIX aJlIeNIeH, OMPENENSIONNX OTCYTCTBHE
norpebHocTu B spousanuu (Yan et al., 2004; Fu et al., 2005; Shcherban et al., 2012).
KoMOuHammu 3Tux ajieiaeii MOryT NMPUBOAHWTH K PA3JIMUUSM BO BPEMEHU I[BETCHUS Y

spoBbixX mienuIl (ITorokuna et al., 2012).

M3BecTHa emie o/1Ha TpyIa TeHOB, aCCOIMUPOBAHHAS C MMOTPEOHOCTHIO MIIICHHIIBI B
spoBu3anuu, — VRN-2. Ot rensl 0bu1r KapTupoBansl y T. monococcum (VRN-AmM2), u
HAJIMYHME PEIECCHBHOTO aJlIeNsi 00yCIIaBIUBAIO OTCYTCTBHE MOTPEOHOCTH B SPOBU3ALNN
(Dubcovsky et al., 1998). Ilpu ananu3e MeXaHU3MOB KOMITCHCUPYIOIIMX IMOTPEOHOCTH B
SPOBU3AIIMN Y TEKCATUIOUIHBIX MMIIIEHUI] HY>)KHO YYHUTHIBATh, YTO MYTAaHTHBIC aJlIesn VIN-
2 TeHOB (Ompenensiole OTCYTCTBUE MOTPEOHOCTH  SPOBU3ALMU)  SBISIFOTCS
PEIEeCCUBHBIMM M HEOOXOJHMMO, YTOOBI BCE TpHU romMeosorudHeix reHa VRN-2 Obum
MPEJICTaBICHBl MYTAaHTHBIMU (opMaMu. Ha naHHBIE MOMEHT y MATKON IIIECHUIBI HE
BBISIBJICHBI aJUIENIM T€HOB VIN-2, KOTOPhIE MOTYT MOJYJIUPOBATh MOTPEOHOCTh PACTEHHUS B
spoBu3anuu U Bpems mnepexona k 1pereHuio (Kippes et al., 2016). Tem He Menee,
HCKYCCTBEHHO TOJIYYCHHBIC JIMHUM TEKCAITUIOMHOW MIICHUIIBI C TPEMS PElleCCUBHBIMU
MYTaHTHBIMHU T€HaMH VIN-2 nepexouin K KosomnieHuio Ha 100 qHel paHblie, YeM JTUHUU
XOTsI OBbI C OJTHUM MHTAKTHBIM VIN-2, o0ecreunBasi, TaKUM 00pa3oM, pa3BUTHUE 1O SIPOBOMY

tuny (Kippes et al., 2016).

I'ensr VRN-2 — BakHbIE KOMIIOHEHTHI TyTH BPEMEHH KOJIOUICHHS, MOCKOJIBKY OHHU
sBIsitoTCs perpeccopamu rena TaFT1 (Yan et al., 2006; Hemming et al., 2008; Distelfeld
et al., 2009) (puc. 4). Ycunennas skcrpeccus VRN-1, oOyciioBiieHHass BO3JCHCTBUEM
SIPOBU3UPYIOIIUX TEMIIEPATYP WU MYTalUsIMHU B IAHHOM T€HE, IPUBOIUT K TIOJABICHHIO

VRN-2, 4ro, B CBOIO OuYepe/b, MPUBOAUT K CHATHIO perpeccuu ¢ TaFT1l. A ycunenue
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skcnpeccun 1aFT1 nomomauTenpHO akTuBUpyeT VRN-1, 4To MpuBOIUT K POPMHUPOBAHUIO
HeTIIH MOJIOXKHUTENbHOM oOpaTHO# cBsi3u (Loukoianov et al., 2005; Distelfeld et al., 2009;
C. Li et al, 2011). Kpome Ttoro, Ha oskcmpeccuio VRN-2 MoxeT BIHATH
POJOJKUTEIILHOCTE  (hoTorepuosia. bputo mMoka3aHo, YTO JUIsi HEKOTOPBIX COPTOB
TIIICHUIIBI SIPOBU3AIUS MOXKET OBITh 3aMeIlleHa BPEMEHHBIM (10 6 HeIelb) IepeMeIeHUEM
B yciioBUsi KopoTkoro cerooro nus (Evans, 1987; Allard et al., 2012). Oto sBiacHue

CBSI3aHO C TIOJaBJICHHEM aKTUBHOCTH perpeccopa nserenus, rena VRN-2 (Dubcovsky et
al., 2006).
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Puc. 4. Cxema peryjdauuu myTu SApOBU3AIWH IMHICHUIIBI. Ha PUCYHKE IIPCACTABIICHBI
BSaHMO)IefICTBHH OCHOBHBIX I'CHOB, YYAaCTBYIOIIINX B OTBETC HA APOBU3AIIUIO.

Anamn3z mnpomotopoB VRN TeHOB MIIEHMIBI MOKa3aj, YTO OHHM COAEpXKaT
KOHCEPBATUBHBIC  IIMC-3JICMEHTHI,  MPEICTABIAIONIAEC  COOOH  MHINCHW  JUIs
TPaHCKPUIIMOHHBIX (DAKTOPOB, YUACTBYIOIIMX B OTBETEe Ha sipoBu3aimio (puc. 5). Tak,
obut BeisiBieH cadt CArG (Yan et al., 2003), xapakrepnsiii st VRN-1 renoB, HO He
yuacTByOIIUi B oTBeTe Ha sipou3aruio (Pidal et al., 2009), caiir Vrn-box, myraruu B
KOTOPOM CBSI3aHBI C M3MEHEHHSMHU MOTPEOHOCTH SPOBH3AIMUU U BPEMEHHU KOJIOIICHHS

(Muterko et al., 2016; Pidal et al., 2009), caiiTsl cBs3pIBanus 6enkoB BZIP cemeiictsa (C-
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box u G-box) (Li & Dubcovsky, 2008), caiit csizsiBanus komiiekca NF-Y (CCAAT box)
(Diallo et al., 2012), caiit cBsa3siBanus 6enka MyoD-like (Golovnina et al., 2010), a Taxxe
caiitr pacno3HaBanus HMGL, BO3MOXXHOTO MOAYIATOpPAa CTPYKTYPBl XpOMaTHHA
(Golovnina et al., 2010; Diallo et al., 2012). B nepBoM HHTpOHE OBLIU BBISBICHBI CAaNHThI
cesa3piBanns GRP2 (GLYCINE-RICH RNA-BINDING PROTEIN 2), penpeccopa VRN-1
reroB (Xiao et al., 2014). B mporiecce sipoBuzanuu TaGRP2 nonsepraercs Moaudukammum
— npucoeanHenuto N-anerun-rmoko3zamuta (O-GlcNAC), 4To MpUBOIUT K YMEHBIICHUIO
COJICpIKaHMsI €T0 B Spe M AUCConUaluu AanHoro ¢akropa ¢ npomoropa VRN-1 (Xiao et
al., 2014; Kippes et al., 2015). beutn oOHapykeHBI Takke mocienopareabHocT PRE/TRE
— mumeHu it 6enkoB Polycomb u Trithorax, moaaep:kMBaroIUX aKTHBALUIO HIIH
penpeccuro renos pasputus (Diallo et al., 2012; Sung & Amasino, 2006). U3BecTHO, 4TO
9TH OCJIKM acCOIMHPOBAHBI C PETYJIIIHMEH SIMUTCHETHYCCKUX H3MEHCHHM, TaKUX Kak
tpumerenupoBanue 1no 4 Jluzuny (H3K4me3) unu tpumerennpoBanue no 27 Jluzuny
(H3K27me3) (Pien & Grossniklaus, 2007). Tak, moa0KUTeIbHAs PETYJISAIUS YKCIPECCUH
VRN-1 acconmupoBaHna, B TOM 4Hcie, ¢ yBenndeaneM H3K4me3 npu Hen3sMeHHOM ypOBHE

H3K27me3 B npomoTopHoii oonactu rena (Diallo et al., 2012).

TSS

G- CCAAT Vrn CArG TFBsS C-box/ TFBS GATA1
box box box box HMG1 G-box TFBS MyoD

CCAAT TFBS
box GRP2

1 3K30H

PRE/ PRE/
TRE TRE

Puc. 5. Crpykrypa mnpomotopHoit obnactu rerna VRN-1. TSS — caifr crapra
TpaHckpunuuu. TFBS — caliTel cBs3bIBaHUS TPAHCKPUMIIMOHHBIX (DAKTOPOB.

TakuM 00pa3oM, B OCHOBE UYBCTBUTEIHHOCTH K SPOBHU3AIMU MIICHUIIBI JIEKAT
MEXaHH3MBbI, CXOKHE C MEXaHU3MaMH apaOuIoICHca, — AMUTCHETUYECKUE U3MEHEHUS B
npoMoTope reHoB. OHAKO, €CTh U OTIIMYHUS — Y apaOUI0IICHCca PETYIISIUH ITOABEPIKEH I'eH
FLC, a y mmenwutst — VRN-1. FLC apabunoncuca onocpeoBaHHO BIUSET HA HHUITUAIUIO
usereHus yepe3 SOCL u FT, mpuuem myis aktuBanuu nupeteHus skcapeccust FLC qomkna
OBITh TIOJIABIICHA, B TO BPEMsI KaK Yy MIICHUIIBI SPOBU3AINS AKTHBUPYET HKCIIPECCUIO TeHA
VRN-1, 4To monoxuTeapHO BAMSET Ha Bpems mepexoxaa k 1Berenuto (Yan et al., 2003;
Oliver et al., 2009). Dxcmpeccupysice B nuctbsix, VRN-1 BeicTymaer B KauecTBe
penpeccopa VRN-2 (koropsrit penipeccupyet TaFT1), a skcripeccupysicek B anekce, VRN-1

WHHUIMUPYET MEePEeX0 1 alMKAIbHOW MEPUCTEMbI K TeHepaTUBHOMY dTamy pa3utus (Chen
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& Dubcovsky, 2012) (puc. 4). Cneayet 106aButh, uto X0Tst VRN-1 BHOCST 3HAYMTEIbHBII
BKJIaJ] B ()OPMUPOBAHUE THUNA Pa3BUTHS IMIICHULB! (O3UMBIM — SPOBOM) M BPEMEHU
KOJIOIIEHUS, CYIIECTBYET TOYKA 3PEHUS, YTO ITHU I'€HBI HE SBJISIOTCS HEOOXOAUMBIMU IS
nepexojia K penpoayktuBHoi (asze pazsutus nmeHuib (Chen & Dubcovsky, 2012). Tak,
y TeTPAIUIOUTHON MIIEHUIBI, MyTaHTHOU 10 ABYM reHam VRN-1, ununmanus usereHus u
(dbopMHpOBaHKE CEMSTH MPOUCXOIIIIO 0€3 HApyIICHH, XOTs U ¢ CHIbHOM 3aeprkkoit (Chen
& Dubcovsky, 2012). Bo3M0oXHO, CKa3bIBaeTCsl KOMIICHCATOPHBIN YPQPEKT, u QyHKIHH
VRN-1 MoryT OBITh YaCTUYHO CKOMITEHCHUPOBAHBI IPYTUMH I'eHaMU. Tak, B TeHOME MSATKOU
MIIeHUIBI ObLT 00HapykeH reH VIn-D4, npeacrasnsitomuii codoit mapasnor renoB VRN-1,
T.€. Konuto reHa Vrn-Al, mokann3oBaHHYIO B JPYyroM MeCTe T€HOMa, Ha Xxpomocome 5D

(Yoshida et al., 2010).

1.2.2 T'ennt PPD-1 onpenensiioT 4yBCTBUTEJILHOCTH K (poTOonepuoay (auHe

JIHST)

[Tmenwna sBiseTcs pacTCHUEM JUTMHHOTO JHS, T.€. OHA MEPEXOAHT K IBETCHHIO,
KOTJIa TPOJIOJDKUTEIHFHOCT CBETOBOTO MEPHOIA MPEBOCXOIUT KPUTHYECKOE 3HAUCHHE. Y
MIICHHIIB OTCYTCTBYET IOBCHUJIbHAS CTAINS Pa3BUTHS, KOTJa PAaCTCHUE HEYYBCTBUTECIIEHO
K ¢oroneproay. Ha Bcex sTamax pa3BUTHSA, OT BCXOJOB JIO KOJIOIICHHWS, MIIEHUIA
BocnpuumunBa k jyuHe aas (Slafer & Rawson, 1994). Kak o3uMble, Tak U SpOBBIC COpTa
TeKCAIUIOUHOW MATKOW TIIEHHWIIBI MOTYT OTJIMYaThCs 10 YYBCTBHUTEIBHOCTH K
dotoneproay. CopTa, OTIMYAIONIUECS 10 BOCIPUUMYUBOCTH K JIUTMHE JIHS, BIUIOTH JIO
MOJIHOM  HEYYBCTBUTEIILHOCTH, OTOMPAJIMCh CEJICKIMOHEpAMHU HAa  TPOTIKCHUU
JUTUTETTLHOTO BPEMEHU, MTOCKOJIbKY TaKHE PACTCHHS JIy4Ille aJalTUPYIOTCS K yCIOBUSM
okpyxaromeii cpenbl. OCHOBHBIC JIOKYCHI, BIUSIOIIAE HAa YYBCTBUTEIBHOCTh K
¢oTomneproy, ObIIIM KapTUPOBAHBI y MIIEHHUIIBI HA BTOPOH rpymie xpomocoM (Scarth &
Law, 1983). I'eust PPD-1, pacrnonoxeHHbIC B TaHHBIX JOKYCaX, OTHOCATCS K CEMEHCTBY

PRR (Pseudo Response Regulator) (Beales et al., 2007).

JlomunanTHble amienu TeHoB cemeiictBa PPD-1 cHuxkawT 4yBCTBHUTEIBHOCTH
pacTeHHi K UTMHE JHs, 00yCIIaBIMBasi paHHEE KOJIOIICHHE B YCIOBHUSIX KaK KOPOTKOTO, TaK
U JUIMHHOTO JTHS1, 00€ecieunBasi, TEM CaMbIM, TPEUMYILECTBO PACTEHUI C TAKUM F€HOTUIIOM

B KOHKPETHBIX ycloBUsX oOkpyxkaromed cpenst (Worland et al., 1998).
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NnentudumupoBansl mocienoBarenbHocTd TeHOB PPD-1 Ha Bcex XxpomocoMax BTOpPOH
TPYIIIBL, ¥ BEISIBJICHBI MX JIOMUHAHTHBIC aJIJICNIH, 00YCIaBINBAIONINE HEUYBCTBUTEIHLHOCTD
K JUTMHE JHS, TIPUYEM, JUIS OJHOTO TeHa MOXKET OBITh OMMMCAaHO HECKOJIBKO JTOMHUHAHTHBIX
ajienied, TOpOSIBISIOMMUX CBOM  3(dekT B  pa3HOW cTeneHUu. bBOIBIIMHCTBO
UICHTU(UITMPOBAHHBIX JOMUHAHTHBIX ayutesei renoB PPD-1 nieHutsr xapakTepusyercs
NENEeUSIMH W WHCEPIUSMHU B IIPOMOTOPHON 00JIACTH TE€HA, T]I€ PaCIIOIaraloTCs CauTh
CBSI3BIBAHMSI PEMPECCOPOB, KOTOPBIC B PE3YIbTATe MYTAIIMH HAPYIIAIOTCS, YTO BEIET K

3HAYMTEIbHOMY ycuieHuio sxcipeccuu reos PPD-1 (Nishida, Yoshida, et al., 2013).

CemeiictBo reroB PPD-1 (PHOTOPERIOD-1) y msarkoi mmmeHunbsl T. aestivum
pacrojaraercsa Ha TOMEOJIOTMUHBIX Xpomocomax 2A, 2B u 2D. Takum o0pa3om, 3Tu
MOCJIeI0BATENbHOCTHU MTpUHATO 0003Hauath PPD-Al, PPD-B1 u PPD-D1 B cooTBeTCTBUM
C UX JIOKaNHM3anuei Ha oHOM u3 XxpomocoM. [l 0603HaueHUs JOMHUHAHTHOTO aJuieds,
OTIPEJICIISFONIETO HETYBCTBUTEIBHOCTh K (DOTONEPHOY U paHHEE KOJOIICHUE, MTPUHATO
nobaBnate cypduke «a» (Ppd-Ala, Ppd-Bla u Ppd-Dla). Ilpu o6o3HaueHun

PELIECCUBHBIX aJuIeNIel PUHSTO T00aBIATH cyPdurc «by.

1.2.2.1 AnnenbHoe pasHoodpasue renos PPD-1

PPD-D1. IlepBsiM U3 HEUyBCTBUTEIbHBIX K (poTomepuoay amieneid renos PPD-1
MSITKHX IMIICHAI] ObLIT BBISIBJICH U ONTMCAaH TOMHHAHTHBIN ajutenb Ppd-Dla B pabore (Beales
etal., 2007). HeuyBcTBUTENBHBIIH K poTOneproy amiens Ppd-Dla mupoko ucnosib3yercs
B CEJICKIIMY MIIICHHUII, ¥ €T0 BO3JICHCTBUE HAa (peHOTHIT OBLIO THaTenbHO u3ydyeno (Worland

& Snape, 2001).

Heneuus nuaoi 2089 m.H. (puc. 6) MPUCYTCTBYET B TAKMX COPTaX MSTKUX MIICHHIL,
kak Cyano 67, Sonora 64, Opata 85, 1 KOTOpBIX IOKa3aHo Hanuuue amiens Ppd-D/a u
HEUyBCTBUTEIBHOCTH K JutnHe s (Hanocq et al., 2004). Amnens Ppd-D/a npoucxomut
u3 sAmoHcKoro copra Akakomugi, KOTOpsIii B Haudaje JBaIIIaTOTO BeKa ObUT 3aBe3€H B
EBpony u ucnonb3oBaics B kauectBe goHopa qia cenekmuu  (mmr. (Worland, 1999) o

(Beales et al., 2007)).
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Puc. 6. Ctpykrypa rena PPD-D1 ¢ o6o3nauenuneM obiactu aeneruu o (Beales et al.,
2007). Beicokre IpsIMOYTOJbHHKH 0003HAYAIOT SK30HEI.

EnvHCTBEHHBIN ONMUCAaHHBIN oMMoppu3M B D reHome, KOTOPBI acCOLMMPOBaH C
HEUYYBCTBUTEIBHOCTBIO K JUTMHE JIHS — JCJCIHs B IPOMOTOpHOM obnactu rena Ppd-Dla,
HO JUTSl TaHHOTO T€HA OMHMCAaHO M HECKOJBKO APYTUX M3MEHEHUH IMOCIEIOBATEIBHOCTH.
Tak, B cenpbMoM 3k30He y copta Chinese Spring oonapyxen SNP, B pe3ysbTate KOTOpO
aMUHOKHUCJIOTA aJTaHWH 3aMellaeTcs Ha TpeoHHH. [[pyroii momuMopdusM XapakTepeH s
copra Mercia, y KOTOPOTO TEpBbIi WHTPOH 3HAYUTEIHHO YBEIWYCH HW3-3a BCTaBKU
TpancrozoHa Ttuna MLE (mariner-like transposable element). Mercia B ycioBusX
KOPOTKOTO JHS 3aI[BETACT pPaHBIIEC YYBCTBUTEIHHBIX K (DOTOMEPUOAY COPTOB, XOTS U
M03Ke HEYYBCTBUTENbHBIX. HO, HECMOTpS Ha 3TO, MHCEPIUS TPAHCIIO30HA B TEPBBIN
WHTPOH, MO-BHINMOMY, HE BIHSIET HA YyBCTBUTEIHHOCTH K JJTMHE JHS, TIOCKOJBKY TaKas
K€ MyTallsl XapakTepHa U JUIsl YyBCTBUTENBHOTO K poTonepuoay copta Cappelle-Despez.
Tpetuit nonumopdusm, onucannblil 1y rena PPD-D1 — 5 r.H. nenenus B ceIbMOM YK30HE
YyBCTBUTENBHOTO K JiuHE IHs copTa Norstar. brmaromaps aToil nenennn mpouCcXOIUT
CABUI paMKH CYHMTHIBAaHMS C 00pa3oBaHHMEM HOBOTO  CTOIN-KOJOHA paHee
nocsenoBarenbHocTr, Koaupyrome CCT-gomeH, B pe3yapTaTe 4ero CHHTE3UPYETCS

HepyHKIMOHANbHBIN Oenok (Beales et al., 2007).

JomunanTHbeii amiens Ppd-Dla B HacTosee BpeMs HIMPOKO HUCIONB3YETCS B
ceneknun (Seki et al., 2011). Tak, no mamabeiM Guo et al. (2010), maHHBIA ayenb
obHapyxeH y 33% copTtoB msarkoi mmeHuibl B FOxHoit Amepuke, y 45.5 % copTos,
Bo3/enbIBaeMbIX B FOxHOI yactu EBponbl u 'y 8 % copToB B ceBepHOI1 U 3a11aJHON 4acTsIX
EBponbel. Hanbonbliiiee pacrnpocTpaHeHre AaHHBIN amiens moiayuud B Asum — 57.4 %
KynbTHUBUpYeMBIX B Kutae copToB. Cpeau SIMOHCKUX cOPTOB 84 % SIBISIFOTCS HOCUTEISIMU

storo nomuHantHoro ayutens (Seki et al., 2011).

PPD-Al. HeuyBcrBuTenbHble K JiauHe aHA aiend Ppd-Ala Oblaiu BBISBIICHBI
cHauayia Ha Matepuaje TBepaou mienuinl T. durum (Wilhelm et al., 2009). UccnenoBanue

Jokyca, coaepxaiero reH PRR A-reHoma, MoO3BOJIMIO BBISIBUTH HECKOJIBKO ajljieliei,
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OTBETCTBEHHBIX 3a Ciabyio (ortomepuoanueckyro uyBcrBureiabHocTh (Wilhelm et al.,

2009).

JlanHBIC QIIeNd OTJIMYATUCh OT YYBCTBUTEIBHBIX K JUIMHE JHS KPYIHBIMH
nenenusMu B 5’-Hekomupytomeid obmactu. s copra GS-100 xapakrepHa aenerus
mmuHOM 1027 m.H., a ana copta GS-105 — 1117 n.H., mpuYeM OHHM BKIIOYAIOT B ceOs
OJIMHAKOBYI0 oOnacTe mnuHOM okojmo 900 m.H. (puc. 7). [anmpHelmuit ananus
MOCIIEZIOBATENIbHOCTEN Kak B 5’-HEKOAUPYIOIIEH o0yiacTd, Tak U B 3HAYUMOM paiioHe,
MO3BOJIJT BBISIBUTH PsII JIONMOJHUTEIBHBIX MYTAIMA, TIO KOTOPBIM JIaHHBIE aJUIeTu
OTJIMYAIOTCSl OT WHTAKTHBIX, YYBCTBUTEIBHBIX K (DOTOMEPHOY alienei, TaKk U JIpyr OT
npyra. Tak, Hanpumep, amenb copra GS-105 xapakrepuzyercss 0COObIM TalyIOTHUIIOM,
cocrosmMM U3 18 pasnuyHbIX OJHOHYKJIEOTHAHBIX 3aMeH (SNP) u  Tpems
BCTaBKaMU/AeNeUsMA 10  CPaBHEHUI0O C  OCTAJIbHBIMH  HCCIICJJOBAaHHBIMU
nocnenosarenpbHocTsiMu  reHa  PPD-Al  tBépnpix mmenun. Tpu w3 3THX
OJIHOHYKJICOTUIHBIX 3aMEH BIEKYT 3a COOON M3MEHEHHE aMHUHOKHCIIOTBI, IPH 3TOM JBE
3aMEHBl aHAJIOTMYHBI 3aMEHAM B IIOCIEIOBaTebHOCTH Triticum aestivum, a oxHa
YHUKaJbHA.
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Puc. 7. Crpykrypasle pazmuuusi reHoB PPD-Al, nperepmunupyrommx cinadyro
4yBCTBUTENBHOCTH K oromnepuoay mo (Nishida, Yoshida, et al., 2013). UepHbiit u Genbrit
TPEYrOJIbHUKH ~ 0003HAYalOT  OJHOHYKJICOTHAHBIC  HWHCEPIMH  WIH  JCNICIUH,
cooTBeTcTBeHHO. [lepeBepHyThic T-00pa3HbIC 37IeMEHTH 0003HaualOT OoJiee KPYITHbBIE
MHCEPLMH (pa3Mep MHCEepLUH yKa3aH psiioM). [IpsaMOyroJbHUK OYepUEHHBI TyHKTUPOM
0003HavaeT OONIYIO JJIsl BCEX Jeelnii 00J1acTh.

bbu10 noka3aHo, yTo KMeHHO noteps paiiona 900 1n.H. B 5’-Hekoaupyrolen 00aacTu
(5’-UTR) sBnsieTca npuuruHOM HEWTpanbHOro K hotonepuony genorumna. ConocraBieHue
HYKJICOTHIHBIX MTOCIIEJOBATEIIFHOCTEH HEUYBCTBUTENBHBIX K (hoTomeproay amenei Ppd-

Ala, oOHapyKE€HHBIX y COPTOB TeTparuiouAHOM mireHuisl T. durum GS-100 u GS-105
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NoKa3ajio, 4YTO JaHHBIC aJJIeld BO3HUKIW HE3aBUCUMO JpYyr OT japyra. PacteHwus,
comepxkamue amienb Ppd-Ala kak y copra GS-105, 3anBeTaroT Ha HECKOJIBKO IHCH

paHblie, 4eM HocuTenn anens copra GS-100.

[Tozgnee, Nishida et al. onucaium  JOMHHAHTHBIMA,  ONpPEAEIAIOIINN
HEUYBCTBUTEILHOCTH K JUIMHE JHS, aenb y T. aestivum (Nishida, Yoshida, et al., 2013).
JlanHbiii annens ObUT oOHapykeH B anmoHcKoM o3uMoM copte Chihokukomugi, koTopsrit
BO3JIENIbIBACTCS HAa OOMMpPHON Tepputopun B pailone Xokkaigo. CpaBHeHue
HYKJICOTHIHBIX TocienoBaTenbHocTel amnenei Ppd-Ala.l (Chihokukomugi) u Ppd-
Alb.2 (Winter-Abukumawase) mMo3BOJMIIO YCTAHOBUTH MX UJCHTHYHOCTH OT CTAPTOBOTO
kogoHa 10 3’-UTR (3’-meTpancnupyemMoro paitona). s obeux mocienoBaTeIbHOCTEN
OBUIO XapaKTepHO OTCYTCTBHE MHCEpUUHU TpaHcro3zoHa (miuuHou 1200 m.H.) B o0nacTb

IIECTOT0 UHTPOHA, KaK y paHee onucannoro ayutens Ppd-Alb.1 copra Chinese Spring.

[Tomumopdusm, oOHapyKeHHBIM B 5’-0051acTH, TPEACTABISIET COOOM KPYIMHYIO
nenennto amuHoN 1085 m.H. (puc. 7). [lanHas menenust (iaHKUpOBaHAa KOPOTKUMHU 4-
HyKJIeoTUTHBIMU TOBTOpamMu (GATT), 4TO 1MO3BOJISET MPEAIOJIOKHUTD, YTO HOBBIN aJIJICIb
rena Ppd-Al obpa3oBaiics B pe3y/IbTaTe HErOMOJIOTUYHOM perapaliiy ocjie IBYHUTSBOTO
paspeiBa (Nishida, Yoshida, et al., 2013). Bce Tpu kpymnHbIe jAeienud B MPOMOTOPHON
obmactu rena Ppd-Al, oOHapykeHHBIC y HEUYBCTBUTEIIBHBIX K (hoTonepuoay coptoB GS-
100 u GS-105 T. durum, u y copra Chihokukomugi MATKOW MIICHUIIBI, IEPEKPHIBAOT

OJIMH | TOT ke paiioH B oomactu —1193 u —336 (puc. 7).

PPD-B1. Jlokanuzamus yokyca Ppd2, comepxkamiero ren PPD-B1, Ha kopoTkom
wiedye xpomocombl 2B Obina mokazana eme B 1983 romy (Scarth & Law, 1983). C
UCIIOJIb30BAHUEM JIMHUH C YACTHYHBIMH XPOMOCOMHBIMH JICJICIIUSIMH yJ1aJI0Ch YCTAHOBUTH
TOYHOE MECTO JIoKanu3amuu ganHoro reHa (Goncharov & Watanabe, 2005). [Tony4enHbie
pe3yabTaThl COTIACOBBIBAIKMCH C MMPOBEICHHBIMU PaHEE MCCIICIOBAHUSIMU, T/I€ BOZMOYKHAS
nokanu3auus reHa PPD-B1l Obuta ycraHoBiieHa ¢ MOMOIIBIO METOJOB MOJIEKYJISPHOTO

mapkuposanus (Worland, 1996) (puc. 8).
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Xpsb31
Xmwg878
Sr666 Xpsr666
sr108 Xpsr109.1
Xmwg858 r109.2
20 cM
Ppd-H1 Ppd2
Xbcd221 Xpsr804
Apece Xpsr130
Xpsri146 (S)
Xpsb24 (S) Xpsr102 (L)
Xpsro34
eps
Xpsr571 (L)
Xpsr102 Apaie
Xmwg865
AdmeHb MweHunuya
2(2H) 2B

Puc. 8. I'enetnyeckas kapra xpomocoM 2H sumens u 2B rekcamionHOM MIIEHUIIBI, Ha
KOTOpOI1 0003HaUY€HO rOMEOJIOTUYHOE pacnoiokeHrne HekoTopeiXx RFLP nokycoB u renoB
PPD-H1 u PPD-Bl, konTponupyroommx peaknuto Ha Qotonepuon (mo (Snape et al.,
1996)).

B xone uzyuenus nocnenosarenbHoctu reHa PPD-B1 y copToB Msrkoi miieHuIsI,
OTJIMYAIOIINXCSA 110 YYBCTBUTEIBHOCTHU K JUIMHE JTHS, ObUIH BBISBIIEHBI MyTallUU B JAHHOM
TCHEe, TaKMX KaK MHCEPIMS pEeTpOTpaHCro30Ha U NaTh padnmuHbix SNP (Beales et al.,
2007). Ho HM oaHO W3 OOHAPYKCHHBIX M3MCHEHHH HE OBLJIO aCCOIMHUPOBAHO C
YyBCTBUTENHLHOCTBIO K (oronepuoay. B 2012 romy mosBWINCH MEpPBBIE COOOIICHUS O
paznuuHbix MyTanusx rena PPD-B1, kotopbsie Moryt o6yciaBiuBaTh HEUYBCTBUTEIbHBIN

k anmuHe nHs peHorun (Diaz et al., 2012; Nishida, Yoshida, et al., 2013).

Panee Opwio mokazano, uro ans copra Chinese Spring XapakTepHO Hajudue
ycedeHHOU konuu reHa PPD-B1 B gononHeHne K UHTAKTHON. Y CTaHOBIIEHO, YTO AaHHAas
MyTaIlisl He acCOIMMpOBaHa ¢ HehTpaabHOAHEeBHBIM (peHoTumom (Beales et al., 2007).
Bru10 cnenano npeanoiokenue, 9To Ha (PEHOTUTT MOXKET OKA3hIBATh BIMSIHIEC U3MEHEHHOE
gucio konuii reHa PPD-B1l (Diaz et al.,, 2012). Jlns omeHKHM 4YuWclia KOMUNA OBLI
UCIIONBb30BaH KonuuecTBeHHbIM [II[P-aHamu3 ¢ ucnons3oBanueM 30Hza TagMan. B
KaueCTBE BHYTPEHHET0 KOHTPOJIS UCTOIb30Bau nocienaoBareabHocTh reHa CONSTANS2
(TaCO2, TaHdl), mpencraBieHHOTO B TE€HOME EIMHMYHOW KOmued. Y COpTOB C

petieccuBHbIM ajuiesiem Ppd-Blb ramionmaHoe Ynciio KOmuii 0Kka3aaoch paBHbIM SIHHUIIE,
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B TO BpeMmsl kak y copta Chinese Spring Oblj10 BBISIBIEHO 4eThipe konuu rena PPD-B1.
Bostee Toro, Apyrue reHOTHIIBI, HECYIITME HEHTpanbHOAHEBHBIN amiens Ppd-Bla, tak ke

HMCJIN YBCIIMYCHHOC YHCIIO KOIIMM JaHHOI'O I'eHa.

Hanpumep, ans copra Recital xapakrepHo nHanuuue aByx konuit PPD-B1, nmns
coptoB Sonora 64, Timstein u C591 — mo Tpu kommm (Diaz et al., 2012). Jlunus c
3ameneHHoi xpomocoMoit Mercia (Chinese Spring 2B), rane xpomocoma 2B copra Mercia
3ameriena Ha 2B xpomocomy ot copra Chinese Spring (ammens Ppd-Bla.2)
XapakTepuszyercs TakuM ke yucioMm komuil reHa PPD-Bl, uro u Chinese Spring. U
HA00OpOT, JUHUS, Y KOTOpoili XpomocoMa 2B copra Chinese Spring 3ameniena Ha
xpomocomy 2B uyBcTBHTEIBHOTO K (oTomepuoay copra Marquis (amrens Ppd-Blb),
COJICP)KUT EIUHUYHYIO KOIHIO T'eHa (Ha TaIUIOWAHBIA TEHOM), IMOATBEPXKIAs TaKUM
obpazom, 4Yto Bce momonHHUTENbHBIE Komuu PPD-Bl rena pacmonokensl Ha 2B
xpomocome. Mcxoas W3 3THX AaHHBIX, ObUI caelaH BbIBOA, 4To awieas Ppd-Bla,
NETePMUHUPYIOMINA HEUYBCTBUTEIBHOCTh K (DOTOMEPUOAY, MOXKET XapaKTepU30BATHCS
yBenudeHHbIM unciioM konuit reHa PPD-B1 (Diaz et al., 2012). U3menenuro uncna konuu
noaBepriauch mnocienoBarenbHocTd PPD-Bl, koTopble B COCTOSHMM JIMKOTO THIIA
XapaKTepu3yloTcs eIUHUYHON Komueid. OTcrofa ObUIO ClIenaHO MPEeArnoyokKeHHe, YTO
ajyieny ¢ U3MEHEHHBbIM uucioM Konui reHa PPD-Bl Bo3HuKIM B pe3ynbTare pas3pbiBa
JIBOMHOM T1enu ¢ rmnoclenyromieit penapanueit. TmatenbHoe n3ydenne BAC KkiIOHOB
(Allouis et al., 2003), conepxamux amiens Ppd-B/a Chinese Spring, mokasaio, 4To Jyis
JAHHOTO COPTa XapaKTEePHBI CIEIYIOIINEe OCOOCHHOCTH: TaIUIOUIHOE YMCIIO KOIHA TeHa -
YeThIpe, MPUYEM OJIHA M3 HUX yceueHHas (0T Hadaja 7 3K30HA), HATMYUE TOYKH Pa3phiBa

mMexay konusimu (intercopy break point) u Tpu SNP B mocnenoBaTenbHOCTSX SK30HOB

(puc. 9).
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YceyeHHas
Konua_1> Konua_2> Konua_3> Konua_4>
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Ppd-B1a ‘Chinese Spring TECMHMMMRYYCACH .

Ppd-B1a ‘Sonoraé4'/ Timstein C T C C TG GC CC G T G B e
Ppd-B1a 'Récital CTCCTcCCCGTGC

Ppd-B1b ‘Paragon TCTCTGGCCGGEGTG

Ppd-B1b ‘Cheyenne’ / 'Renan = GCCER

Puc. 9. Crpykrypa amutens Ppd-Bla Chinese Spring mo (Diaz et al., 2012). Koruu reHoB
PPD-B1 (3k30HBI 1 HHTPOHBI) MPE/ICTABIICHB BBICOKMMH 3€JICHBIMH TPSIMO yTOJTbHUKAMH.
Hebomnpmme iBeTHBIE TPSMOYTOIBHAKHA 0003HAYAIOT Pa3IMdHbIe TPAHCTIO30HBI (HA3BaHUS
TIPUBEJICHBI BBIIIE COOTBETCTBYIONINM IIBETOM). BepTUKaIbHBIC CTPENKH YKa3bIBAalOT Ha
CTBIKM MEXJy WHTAKTHBIMU KOIHUSMHU (YEPHBIC CTPEJIKH) WIH MEXKIY TPAHCIIO30HOM U
ycedeHHOU Korueit B ciryuae aiens Chinese Spring (kpacHast cTpenka), Toyoast cTpeika
yKa3bplBaeT Ha MEXKKOIUHHBIA CTBHIK Yy auiens copToB Sonora 64, Timstein. Hioke
npeacTarieHsl rarmnoTunsl PPD-B1 reHoB y pasnuyHbIX copToB.

HccnenoBanue mocieaoBaTeIbHOCTEH Mexay komusmu reHoB PPD-B1 mo3Bomimio
YCTaHOBHUTh, YTO BCE OHU (PIIAHKHUPOBAHBI PETPOTPAHCIO30HAMH. bBIIO cleraHo
MIPEATONI0KEHUE, UYTO XPOMOCOMA C ABYMs KOTIMSIMU I'eHa MOsBHIJIaCh OJ1aro1aps pa3phIBy
¢ moclenywuierd penapauueii. HepaBHbI KPOCCHHIOBEp, CIYYHUBIIUMKCS IMO3JHEE, MOT
CTaTh MPUYUHON (OPMHPOBAHMS ajUleJied ¢ TpeMs WM YEeTHIPbMS KONHUSMU TI'eHa, a
YaCTHYHAs JICJICIUS OJHOW M3 KOMUH MO3BOJIMIIO 00pa30BaThCs CTPYKTYpE, XapaKTEPHOH

s Ppd-Bla annens y Chinese Spring (Diaz et al., 2012).

BnepBrie MyTamuss B HYKIEOTHAHOW TmocienoBarenbHoctu TreHa PPD-Bl,
00ycITaBIHMBarOIIas HEYYBCTBHTEIBHBIN K oTonepruony ¢peHorwurr, Obuta onrcana Nishida
et al. (Nishida, Yoshida, et al., 2013). /lauubiii moauMopdu3M MpeacTaBiseT CoOOH
uHcepuuio B 308 1.H., HACHTUPHUIMPOBAHHYIO B MPOMOTOpPHON oOnactu rena Ppd-Bla
copra Winter-Abukumawase, mans koroporo momumo amnens Ppd-Bla, xapakrepHo
Hammune amtens Ppd-Dla, Ttakke 00yclaBiMBAaIONIEr0 HEYYyBCTBUTCIBHOCTh K
¢doronepuony. IlocrnenoBarenbHoCcTs HHCepIHMH uHOW 308 ML.H. XapakTepusyeTcs
HanuuueM caiita ueneBor aymukanuu (TTA) U TepMHHANbHBIX MHBEPTHPOBAHHBIX
NOBTOPOB JJMHOW 21 m.H. ¢ 00oux KOHLOB. CTpyKTypa JaHHOW IOCIIEI0BATEIbHOCTH

IMMO3BOJIACT MPCAIIOJIOKUTDL, YTO OHA IPCACTABIIACT coboit MI/IHI/IaTl-OpHI)II\/'I TPaHCIIO30H C
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nHBepTUpoBaHHbIMU MoBTOpamMu (MITE). B pesynbpTaTe naHHON MHCEPIIUU MPOUCXOIUT

pa3pbIB PEryIATOPHOM TOCIeI0BaTeIbHOCTH TpoMoTopHoit o01actu (Nishida, Yoshida, et
al., 2013).

1.2.2.2 O6uue ocodbenHocT ajuieneii Ppd-1a, teTepMUHHPYIOIIMX paHHee

KOJIOII€HUE, UX CBA3b C APYI'UMHU '€CHAMH U BJIUSIHUE HA (l)eHOTI/lII

Bosbiias  4yacTh  HEYYBCTBHUTENBHBIX K  (oTtomepuony aminenedn  Ppd-la
XapaKTepU3yeTCss U3BMCHEHHUSIMH B IIPOMOTOPHON 00J1aCTH — ACTIEIUSIMH U HHCEPITUSIMU

(puc. 10).

= 900 ma

sesssssansanEn

snmnw - [Temempa
_‘_ - MEcepuua

Ppd-1b ....l_._..-.-.l_
Ppd-Atal . Y 5 =..I.l_._..-.-.l_ Nishida et al., 2013
Ppa-Ala2 - ;. . M Wilhelm et at,, 2009
R A BT T I T T T I
s T T T T T

308 nn.

*2
Diaz et al.,, 2012
*3
Diaz et al., 2012
Diaz et al.,, 2012

Ppd-Bia

Ppd-Bia

Ppd-Bia

Yl

Puc. 10. Cxemarmunoe wuzoOpaxenume amireneidi PPD-1 reHoB, oOyciaBimBarommx
HEYYBCTBUTEIBHOCTh K (poTomepuoay. UepHble MpsIMOYTOJbHUKHA 0003HAYAOT IK30HBI.
KpacHbie cTpenku 0003HAa4YarOT CaliThl CBA3BIBAHUS MpaitMepoB. [IpoTskeHHOCTD Aenenuit
WJIM MHCEPIUH yKa3aHa Mo/l COOTBETCTBYIOIIMM 3JIEMEHTOM.

Hns  Bcex amteneit  Ppd-la, oOycrnaBiauBaroIIMX HEYYBCTBUTEIBHOCTh K
doTomneproy, XapakTepHO HapYIICHHE CYTOYHOTO MAaTTePHA dKCIpEeccuu. B HOpMe TeHbI
PPD-1 skcrnipeccupytoTcs B JHEBHOE BpeMsl C MUKOM B paiioHe 3-4 yacoB mociie Hayaia
CBETOBOT'O TEPHO/Ia, HOYBIO IKCIPECCHS ITUX IeHOB MojaaBicHa. JloMmuuanTHeie Ppd-la

aJIJIENIM 3KCIPECCUPYIOTCS BCE BpPEMs HA MPOTSHKEHMM CYTOK — KAaK JHEM, TaK U HOYbIO

(Shaw et al., 2012).

Y He4YyBCTBUTENBHBIX K JummHe 1Hs amreie Ppd-Ala u Ppd-Dla npeneumn
pacrojiararoTcsi B MPOMOTOPHON 00JIACTH M TEPEKPBIBAIOT 00JIACTh MPOTSHKEHHOCTHIO

okoj10 900 m.H. (puc. 10). Nishida et al. (Nishida, Yoshida, et al., 2013) npenmosnoxui, 4To
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B 3TOM pailoHEe PacoI0KEHbI PETyIATOPHbBIE 3JIEMEHThI, HEOOXOAUMBIE ISl TPABMIIBHON
CYTOYHOM SKCIPECCHH TSHOB, U O0HAPYKHJI CIIEeIyOIIHe IUCc-MOTUBEL: 1) G-DOX-KopoBast
MOCJIEZIOBATENbHOCTh, KOTOpasi OMOCPEAyeT CBETO3aBUCUMBIM OTBET; 2) poICTBEHHBIN G-
box Hex anemeHT, KOTOpBIi pacnonaraercs B IPOMOTOPHOM 00JIaCTH T'€HOB, 3aBUCUMBIX
OT UMPKAIHBIX PUTMOB U IKCIPECCUPYETCA C HACTYIJICHUEM TEMHOTHI; 3) KOHCEHCYCHAsI
MOCJIEIOBATENIbHOCTh, KOTOpash 4acTo OOHapyxkuBaeTcs psjgoM ¢ Hex snemeHTOM,
UJCHTHYHAs YacTU KOpOBOil nocienoBaTenbHocTH G-box; 4) nBa caiiTa CBS3bIBaHUS AJIs
tpanckpumnuuonHoro pemnpeccopa CHE (CCA1 HIKING EXPEDITION), xoTopsrit
nomaBisieT odkcnpeccuto LHY wu  B3ammopeiictByer ¢ TOCI; 5) u anemeHT,
aCCOLMHUPOBAHHBIN O crienuuuHOM yTpeHHel skcnpeccueii. B ciyyae amnens Ppd-Bla
C UHCepuuel B TPOMOTOpHOU oOmacTu, caiTel cBs3biBaHuss CHE oxaswiBatoTcs
pazneneHHbIMu. Takum 00pa3om, ObUIO CAENaHO MPEANOI0KEHUE, YTO UMEHHO 3TH CalThI

SIBJSIFOTCS. KPUTHYHBIME JIJIST HOPMaJIbHOM cyTouHO# skcnpeccun renoB PPD-1 (Nishida,

Yoshida, et al., 2013).

Kpome BepositHoro pempeccopa, Ha skcnpeccuio PPD-1 renos Bnusitor PHYB u
PHYC (Chen et al., 2014; Pearce et al., 2016), mupkaHbie pUTMBI U BHEITHUE CBETOBBIC
curHaiel (Chen et al., 2014). Bce pacteHHs ¢ HEYYBCTBUTEIBHBIMH K (OTONEPUOTY
arensamu Ppd-/a xapakTepu30BaIuch Takke yeuaeHreM skcnpeccun TaFT1, oTkyma Ot
caenal BbIBoJ, 4To PPD-1 perymupyrot skxcnpeccuto nanHoro reHa (Beales et al., 2007;
Wilhelm et al., 2009; Shaw et al., 2012). Ectb Taxke nannsie, uro momumo TaFT1, PPD-
1 reHsl MOryT BIUATH Ha sKcmpeccuio reHoB CO1/CO2 (Shaw et al., 2013; Shaw et al.,
2012), roMoJIOT KOTOPBIX y apaOUIONCHCa SIBISETCS PE3yabTaToM (YHKIMOHUPOBAHHUS
UpKagHeIX puTMOB (Sudrez-Lopez et al, 2001). Ho Heu3BecTHO, mpsMOe 3TO
BO3JICHCTBHE, WM OHO OMOCPEJIOBAHO JPYTMMHU YYaCTHUKaMHU (HAIpUMEp, B pe3yJsibTaTe

obpatHoro Bo3aeiictust TaFT1) (Chen et al., 2014).

1.2.3 Peuentopsl cBeTa — (PUTOXPOMBI

OCHOBHBIMH PELIETITOPAMHU KPACHOTO CBETA SBIISIOTCS (UTOXPOMBI. Bblo mokaszaHo,
4TO y IMIICHMIIBI Ha BpeMs mnepexoja k nserenuto Biusstor PHYC u PHYB (Chen et al.,

2014; Pearce et al., 2016). Otu Oenaku GpyHkuuonupyoT B Bujae romo- (PHYC/PHYC u
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PHYB/PHYB) unu rerepo- (PHYC/PHYB) numepos, u, B 3aBUCHMOCTH OT 3TOTO, MOT'YT

PEryJIMPOBAaTh PA3JIMYHBIE TCHBI.

PacTenns, MyTaHTHBIEC IO STUM T€HaM, IEPEXOAT K IBETEHUIO C 3a/IePKHOM Ooitee
gem B 100 gueit (Chen et al., 2014; Pearce et al., 2016), 4To CBHIETENBCTBYET O BIMSHHA
9TUX MOJIEKYJl Ha BpeMs KosomieHus. B wuccrnenoBanuu Pearce et al. meromom
BbICOKOTIpou3BoauTeNbHOTO cekBeHupoBanusi PHK (RNA-seq) Obuio BhIsiBieHO 82 reHa,
KOTOPBIC TMO3UTUBHO MM HETaTHBHO perynupyrorcs ¢uroxpomamu PHYC/PHYB, 2202
reHa, perymupyembix tonsko PHYB/PHYB u 261 ren, perymupyemsiit PHYC/PHYC
(Pearce et al., 2016). Cpenu TeHOB, Ha IKCIIPECCHIO KOTOPHIX BIUSAIOT 00a (uToXpoma,
ObUIM Takue BaKHble YYaCTHUKU BpeMmeHM 1BereHus, kak PPD-1, FT1 u VRN-1 rensr.
Kpome Toro, Kaxk11if 13 3THX (POTOPEIENTOPOB BIUSIET HA PSA/ AOMOIHUTEIFHBIX TCHOB,
aCCOLIMMPOBAHHBIX CO BpEMEHEM IIBETCHHUsI, U Ha CUHTE3 HeKoTopbix mpe-MukpoPHK. Tak,
obuto ycranomieHo, uto PHYC weratuBHo perymupyer MiR5200, sBisrouryrocs

penpeccopom FT1 (Wu et al., 2013).

Takum 06pazom, MOKHO 3aKIIFOUHTh, 9TO oTopenentops! nimenuis PHYC u PHYB
B 3HAYUTENBbHOW CTENEHH BIMSAIOT HA ONpeJesieHne BpeMeHu kojoumeHus. Kpome Toro,
Ba)KHO 3aMETUTh, YTO B OTJIMYUE OT apabujorcuca, y KOTOPOro Ha nepexoj K LIBETCHHUIO
nonoxurensHo BiusitoT PHYA u PHYB, B To Bpemst kak PHYC HeratuBHO BnusieT Ha
JAHHBIA Mpolecc, y MIIeHULbl (GyHKUMU 3TUX Mosiekyn cmeuieHsl - PHYC u PHYB
SIBIISTFOTCSI TIOJIOKUTEIIBHBIMU PETYJISITOpaMHu IIBeTeHUs, a po GpyHkiuu PHY A Hudero He

HN3BCCTHO.

1.2.4 T'enbl UMPKAHBIX PUTMOB MIEHUIbI

C wucrosib30BaHUEM OHOMH(DOPMATUYECKHX IOAXOJOB Y TIICHUIBI  OBLIO
0o0HapyKeHO OO0JIBIIOE KOJHMYECTBO I€HOB, TOMOJIOTMYHBIX T'€HAM IHUPKAJHBIX PUTMOB
apadbumonicuca (Peng et al.,, 2015). OmHako SKCIEPUMEHTAIBHO OBLIM BBISBICHBI U

HN3YYCHBI JINIIIb HCMHOTHUC.

[leHTpanbHBIM TEHOM apalujoricuca, TepeAarlIuM CUTHaT o (QoTomepuoae,
sBisiercst CONSTANS (CO), oCHOBHYIO poOjib B PEryNISIHUHA KOTOPOTO MIPAIOT TEHBI

UPKATHBIX PAUTMOB. Y MIIEHULBI ObUTH 00HApYX)eHbI romMosioru 3Toro rena — CO1 u CO2,
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HO BIIMSHUE DTHX T€HOB Ha BpeMsI [IBETEHHUs 10 CHX mop mioxo uzydeno (Chen etal., 2014).
Tem He MeHee, romosioru 3toro reHa y puca (hdl) ygactByioT B (hOTONEpHOAUYCCKOM
perymsuuu hd3 (FT) (Takahashi et al., 2009). Tak e u y sumenst, HYCO1 momokuTenbHO
BimsieT Ha skcrpeccuto HVFTL, a cBepakcnpeccust HYCOL nannmupyeT paHHee [[BETCHHE
(Campoli, Drosse, et al., 2012). Bsiio caenano npeamnonoxenne, uro COL u CO2 reHsl
MIIECHUIIBI BBITOJHAIOT CXOJIHbIE (DYHKIIMU — aKTUBHUPYIOT dkcnpeccuto TaFT1. B to xe
Bpems;, CO1/CO2 nmieHuIbl He SBISIOTCS CTOJb KE BAXKHBIMU PETYISTOPaMH I[BETCHUS,
Kak ux romojor y apabupomncuca - 3pdexkr CONSTANS mnposiBisercss TOIbKO B
orcyrctBuM reHoB  PPD-1, «xoTopple  CcuUMTalOT OCHOBHBIMH  aKTHBAaTOpaMU

(bOTOHepI/IOI[I/I‘{eCKOI‘O OBCTCHUA.

I'en TaLHY (Late Elongated Hypocotyl) 611 naeHTHGHUIMPOBAH Yy MIICHUIIBI 110
romosiorur ¢ BALHY-like rerom Brachypodium distachyon u resom HVLHY sumens
(Zhang et al., 2015). MeTtomoM BHpYyC-UHAYIUPOBAHHOTO CaiJICHCHHra OBLIO TMOKa3aHo,
YTO pacTeHus ¢ BuIKIIOYeHHBIM TaLHY He moryt mepeiitu k konomrenuto (Zhang et al.,
2015). CyTouHbIif TATTEPH SKCIPECCHUU JTAHHOTO T€Ha CJI0YKHO CPABHHUBATH C TAKOBBIM Y
apaOMJIONICHCa WIIM COMOCTABIIATh ¢ MATTEPHAMH SKCIIPECCUU JPYTUX TCHOB ITUPKATHBIX
PHUTMOB TIICHUIIBI, ITOCKOIBKY MPEJICTABICHHBIC JAHHBIC OMUCHIBAIOT KCIIPECCHIO TOIBKO
B YCIIOBUSX WHAYKTHBHOTO (poromeprona (IUIMHHBIA JCHB), U TCH pacCMaTpPUBACTCS B

aCIIeKTe YCTOMYMBOCTH K KEJITON pyKaBUUHE.

Jlpyroii reH IUpKaJHBIX PUTMOB, OOHAPYKEHHBIN y Msirkoi mmeHuisl — TaTOC1
(TIMING OF CAB EXPRESSIONL1). V apabuaomncuca TOC1(PRR1) siBnsiercss oqHUM 13
KJIFOYEBBIX TCHOB IICHTpasibHOTO ocmiuisitopa (Strayer et al., 2000). Bmectre ¢ CCAL/LHY
dbopMupyeT MeTio 00paTHON HETaTUBHOM CBSI3H, 00Pa3yIOIIeH IIEHTPATbHBIN OCIUIUISITOD
(Alabadi et al., 2001). beino ycranoBneno, uro 1aTOC1l pemMoHCTpHUpYET CYTOUYHBII
NaTTepH YKCIPECCHU ¢ MUKOM B BedepHee Bpems (Zhao et al., 2016), uro cooTBeTCTBYET
NaTTepHy SKCIPECCHH TOMOJIOTHYHOrO TeHa apabumornicuca (James et al.,, 2008).
MyTaHTHBIE pacTeHUsl MIICHHWIBI ¢ BBIKIIOYEHHBIMH MeTogoM PHK-unTepdepenunn
reHamu 1aTOC1 nepexoamnu k mBeTeHUIO Ha 4 — 9 nHEW paHbIllle pacTEHUN C TEHaAMU
JMKOTO TUIIA B YCIIOBHSX KaK JUIMHHOTO Tak W KopoTkoro aHs (Zhao et al., 2016). [Tyrtu

nanpHemen nepenadn curdana ot 1aTOC1 emie He U3y4YeHBI, €T0 MUIIICHH HEU3BECTHBI.
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TaPRR73  saBmsiercs  mapajoroM  OCHOBHOTO TeHa  (OTONEPHUOIUYECKON
yyBcTBUTENBbHOCTH TiieHuIsl — PPD-1 (Higgins et al., 2010). Ceepxakcnpeccus JTaHHOTO
reHa Yy pHuca YCKOpSeT KOJOIIEHHWE B YCJIOBHUSX [UIMHHOTO [IHSA, YTO CBSI3ajM C
perynupoBanuem OsGIl (Zhang et al., 2016). Kpome BiausiHMs Ha BpeMsi KOJIOIICHHUS,
TaPRR73 accoruupoBan ¢ BeicoToi pactenus (Zhang et al., 2016). ITarrepn skcnpeccun
TaPRR73 nanmoMuHaeT mMaTTepH SKCIPECCHH YTPEHHUX TE€HOB IMPKATHBIX PHTMOB
apabuyoncuca — MUK SKCOPECCUH MPUXOoauTca Ha yTpo (3 uvaca mocne paccBera). Ha
OCHOBAHHUU CPAaBHEHHS IOCJIEI0BATEIBHOCTEH M MATTEPHOB AKCIPECCUH OBLIO CIEIAHO
npeamnoiaoxenue, uto TaPRR73 sBisieTcst OpTOIOrOM YTPEHHETO TeHa IMPKAIHBIX PUTMOB

apadbunorncuca AtPRR7 (Zhang et al., 2016; Calixto, 2013; Campoli, Shtaya, et al., 2012).

Jlpyroii TeH NMpKaJHBIX PUTMOB, HAeHTH(GUIHPOBaHHBIHA y mmeHunsl — WPCLL. V
apadbunoncuca LUX/PCL1 (LUX ARRHYTHMO/PHYTOCLOCK 1) BXoauT B cOCTaB TaKk
Ha3bIBAEMOTO «BEYECPHETO KOMILICKCa», (DYHKIMOHHPYIOMIET0O B LUPKATHBIX dYacax
(Nusinow et al., 2011). M3HavanpHO OH OBLI HMACHTU(GHUIMPOBAH B KAayeCTBE I'CHa-
KaHauaaTa it jgjokyca Eps-3Am mmenunbl ognosepusaku (Gawronski et al., 2014). Uyts
no3ke LUX/PCL1 6bln1 uaeHTUGUITMPOBAH HA MaTepUalie MATKOHN MIICHUIBI. DTOT TeH
ObL1 onMcaH B kadectBe penpeccopa PPD-1 u VRN-2, To ecTh y TpOMHBIX MyTaHTOB IO
JTaHHOMY TeHy Habmonanu ycunenue skcnpeccuu PPD-1 u VRN-2 renos u 6omnee panHee
kosomenue (Mizuno et al., 2016). Bo3moxHO, 3T0T »3ddekr o0BsICHICTCS
nosioxkutenbHeiM BiausiHueM PPD-1 na skcnpeccuto VRN-2, kotopoe ObLIO MOKa3aHO
panee (Turner et al., 2013). Haubounee sipko 3¢ (deKT COKpalieHuss BpEMEHH WHUITHAIINA

LBETEHUs HAOJI0/1aJICsl y paCTeHU, y KOTOpbIX oTcyTcTBOBal VRN-2,

WuTepecHo, 4To y mieHUIb Obul 00HApY)KEH eIlle OJWH T'eH, BXOISIIUN B COCTaB
«BeuepHero komiuiekca» — ELF3 (EARLY FLOWERING 3). ELF3 6bu1 oOHapyxen y T.
MONOCOCCUM B KavecTBe reHa-kaHmuaata s jokyca Eps-Aml (Alvarez et al., 2016).
beuto  mokazaHo, YTO  XOTS  HUKAaKMX OTJIMYMHA B  YPOBHE  DKCIPECCHUU
UICHTU(UIIMPOBAHHBIA TE€H HE MPOSBISUL, ObBUIM BBISBICHB W3MEHEHHUS YEeThIpeX
AMHHOKUCJIOT, W JIMHUM TMIICHUIBI ¢ TAaKUMH MYTalUsSIMH XapaKTepU30BAIHChH
U3MEHEHHBIMU natTepHamu dkcnpeccuu reoB PIF-like, PPD-1 u FT1 (Alvarez et al.,
2016). [To roMOJIOTHY C MTOCTIEIOBATEIBHOCTSIMY STAMEHS U puca, y T. aestivum Taxke ObLT

unentupunuposan  ELF3 (Zikhali et al., 2014). TI'eusl OblIM KapTHPOBaHBI Ha
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rOMEOJIOTMYHBIX XpOMOCOMax MEepBOM Tpymnmbl. PacTeHHs ¢ JOMUHAHTHBIM ajlieieM
TaELF3-1DLa nmo3gHee mepexoawid K IBETCHHUIO, YeM PACTEHUS C HYJICBBIM ajlieieM
sroro rena (Wang et al., 2016). Beiio mokasano, uro TaELF3 meratuBHO BiausieT Ha
skcnpeccuto TaGl (Zikhali et al., 2016), uyto cooTBeTCTBYET (BYHKIMU TOMOJIOTHIHOTO

rena apabumorncuca (Yu et al., 2008).

TaGl1l (GIGANTEAL) nuieHuib! ObII KIOHHPOBAH M OBLIO MOKA3aHO, YTO 3TOT T'eH
HAXOJAUTCS IO KOHTPOJeM mupkamaubix purMoB (Xiang et al., 2005). Cepxokcmpeccus
rera TaGll mmennnbl y apabuioricuca MONOXKHUTEIBHO BiMsia Ha dkcrnpeccuio CO u
NPUBOMJIA K PAHHEMY IIBETEHUIO, YTO COOTBETCTBOBAIO (DEHOTHITMUYECKOMY MPOSIBIICHUIO
mytaiuu o reny Gl apadbumporncuca (Xiang et al., 2005). ABTopbl MPEAMONIOKHIIN, YTO
TaGll sBusercs romosiorom Gl apabuporicuca W BBIIOJHSET Yy IIIEHUIBI CXOJIHBIC

dbynkiuu (Xiang et al., 2005).

Takum 00pa3om, XOTS HEKOTOpbIE KIIIOYEBblE€ KOMIIOHEHTHI IMPKATHBIX PUTMOB
pacTeHUil y MSITKOW MIIEHULbI WACHTHU(PUIMPOBAHbI, U3BECTHBI MATTEPHBI UX CYTOYHOU
HKCIPECCUH U MOKa3aHa UX CBSI3b CO BPEMEHEM KOJIOLIEHHMS, TaHHBIX O B3aUMOIEHCTBUH
3TUX TeHOB o4eHb Mano (puc. 11). Kpome Toro, ocrarorcst mpoOensl B U3yUYeHHH T'€HOB
kopoBoit netiu — CCAL, renos yrpenneil netiu — PRR7, Beuepneit netinu — ELF4, BOA,
U JIpyTUX T€HOB, PETYIUPYIOLUIUX M€Hbl HEHTPAIBHOIO OCLHUIUIATOPA, KOTOPbIE HE MEHEE
BaXHBI JUIs1 (OPMUPOBAHUS MPABWIBHBIX MATTEPHOB CyTO4YHOM skcrpeccun — CKB3
(Sugano et al., 1998), CKB4 (Portolés & Mas, 2007), TIC (Ding et al., 2007), PRR3 (Para
et al., 2007), PRR5 (Nakamichi et al., 2010), RVE8 (Rawat et al., 2011), LKP2 (Takase et
al., 2011), FKF1 (Nelson et al., 2000), ZTL (Somers et al., 2004), LWD1/2 (Wu et al.,
2008).
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Puc. 11. BeposiTHas cxeMa IIMPKaJHBIX PUTMOB MIIEHUIIBL. [IpencTaBieHHbIE TEHbI
SBIIIOTCSI TOMOJIOTAaMH T€HOB IIMPKaJHbIX PUTMOB apabuponcuca. [IlyHKTUpHbIE TUHUU
0003HaYalOT BEpOSTHBIE B3AUMOJCHCTBUS T€HOB, MPEIJI0KEHHbIE HA OCHOBAaHUM JaHHBIX
0 B3aMMOJEHCTBUAX COOTBETCTBYIOIIMX T'€HOB apabujorcuca. [IyHKTHpHBIE JIMHUU CO
CCBUIKAMHM Ha CTaThU O0O3HAUYAIOT B3aMMOCBSI3H, BBISBICHHBIE SKCIIEPUMEHTAIBHO, HO
HY>KJIaIOLIUECS B JOTIOJIHUTEIIBHON ITPOBEPKE.

1.2.5 JIpyrue reHeTn4yeckue JOKYCbl, ACCOIIUMPOBAHHbIE CO BpeMeHeM

KOJIOLLICHUA INIIICHUIbI

Ha Bpemsi xosiomeHus MIIeHUIIBI MOTYT BIUSATh HEKOTOPBIC APYTrHe JOKYChI. Tak, B
coctanennbiii (Milec et al., 2014) crnimcok NTOKYCOB, acCOUMHPOBAHHBIX CO BPEMEHEM
LBETEHUsI, BXOAUT nopsaaka 120 J0KycoB, JIOKAIU30BAaHHBIX HA KaXKJAOW M3 XPOMOCOM
NIICHAUIBl. B MaHHBIN CIUCOK BXOMAT JIOKYCHI, uaeHTUduupoBanneie 10 2013 rona.
JIokychl, acCOUMMPOBAHHBIE CO BPEMEHEM LIBETCHUS MIIEHUIIBI U BhIsIBIICHHBIE B 2013 —
2017 romax, cymMMHUpOBaHBl B TNpwiIokeHHu 2. [lna Oonpliedl yacTu 3THX JIOKYCOB

HCU3BCCTHBI I'CHBI, JICKAIIKEC B KX OCHOBC.

Tem He MCHCC, COBPCMCHHBIC MCTO/IbI KAPTUPOBAHUA C UCITIOJIB30BAHUCM MApPKCPOB,
paBpa6OTaHHBIX Ha OCHOBC KOIUPYIOIIUX MOCJIEJOBATEIbHOCTEN MpeaoCTaBJIAIOT

BO3MOXXHOCTh UACHTH(PUIIUPOBATH Te€HBI-KaHIUAATHI, acconuupoBanHbie ¢ QTL. Oxaum
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U3 MPUMEPOB TaKoi paboThl MOXkeT ObITh MAcHTH(HKamus hd6 Ha xpomocome 5B. Ha
OCHOBaHHWM JIaHHBIX O CHHTCHHU T€HOMa IIICHHUIBI C PUCOM M OpaxuIoguyMoM, B
Ka4yecTBEe TEHa-KaHAHWIaTa Uil OOBSICHCHUS DPAa3HMIIBI MO BPEMEHHM KOJIOMICHUS ObLI
BoisiBJIeH el hd6, acconmupoBanubiii ¢ Mapkepom Kukri_c10016_369 (Zanke et al., 2014).
VY puca qaHHBIN TeH KOTUPYeT o cyobeaenuiy npotenn-kunasel CK2 (Casein Kinase 2),
BOBJICYCHHYIO B TPAHCIYKIIMIO CBETOBOTO CHTHAJIA, M BIIMSIOIICH Ha YyBCTBHUTEIBLHOCTD K

doronepuoay u Bpems userenus (Takahashi et al., 2001).

1.2.6 ®UTOrOpMOHBI

V TIIIeHUIB, TaK ke Kak y apaOuaoTcrca i MHOTHUX IPYTUX PACTCHUHN JUTMHHOTO JTHS,
(UTOrOpMOHOM, BIIMSIOIIMM Ha BpeMs IBeTeHus sBisercs rudoepemun (I'A) (Suge &
Yamada, 1965; Wilson et al., 1992). Beuto mokaszano, 4to go0aBiacHHE dK30reHHOro I'A
YCKOPSET Pa3BUTHUE KOJIOCA B YCIOBUSX KOPOTKOTO JHS, HO TOJIBKO €CITH AKCIIPECCUPYETCS
VRN-1 (Pearce etal., 2013). [IpucyrctBue I'A npu sxcrpeccupyromemcst VRN-1 mpuBoaut
K aKTHBAIlUY T€HOB HACHTHYHOCTH (propanmbHbix MeprcteM SOC1 u LFY, mpu Tom uto npu
UHruOMpoBaHuKu OnocuHTe3a ['A akTMBaIMU THX TeHOB He mpoucxoxut (Pearce et al.,
2013). Bausaue I'A Ha BpeMs [IBETECHHS MIIEHHUIBI MOJTBEPKIACTCS TAK)KE TEM, UTO Y
pacTeHul ¢ ycuaeHHo# akcnpeccuei FT1 renbl OnocuHTe3a 3TOro GUTOropMOHa B arekce
aKTUBUPYIOTCS JIaXke Ha KOPOTKOM QoTtonepuoe. bouta mpennoxxeHna MoJieib, 0 KOTOPOi
CHUHTE3UPOBABUIMICSA B YCIOBUSAX JMHHOrO AHS FT1 Tpancmoptupyertcst B amekc, rae
unayuupyet skcnpeccuto VRN-1 u reHoB cunte3a rudb0OepenanHa, yTo HeoOX0IUMO ISt

akTHBaIUK reHoB QuopansHoi Meprctembl SOCL u LFY (Pearce et al., 2013).

1.2.7 muxpoPHK

Y nmenunsl mo romojoruu ¢ Brachypodium distachyon 6wiia oOnapyxena
MukpoPHK miR5200, xoropast Brnusiia Ha BpeMsl IBETCHUs. Y Opaxumoamyma JaHHas
MOJICKYJIa OJKCIPECCHPYSCh B JHMCThAX ydacTByeT B pacmieruienud FT. miR5200
IKCHPECCUPYETCS B YCIOBUSAX KOPOTKOTO JHS B OOJBIIOM KOJUYECTBE, a B YCIOBUAX
JuHHOTO (hoTomeproaa ee sxcnpeccus nogasinena (Wu et al., 2013). V mimeHursr Takxe

obuta BeisiBileHa MIR5200. beuto mokasaHo, 4TO daHHAs MOJIEKYJIa HAXOMMTCSA IO
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HEraTUBHBIM KOHTpoJieM perentopa ceeta PHYC, u, Takke kak y Opaxumoanyma,

otpurarenbHo Biuser Ha FT1 (Pearce et al., 2016).

beuta wnenTudummupoana eme ogHa MukpoPHK, tae-miR408, oxa3sbiBaroras
BiaussHue Ha Bpems nBereHus (Zhao et al., 2016). JlanHas MoJieKyna HETaTHBHO
Bo3zeiicTByeT Ha dkcrpeccuto 1aTOCl, reHa mupKagHbIX PUTMOB, U YCHJIMBAET
sKkcrpeccuto reda TaFT1, 6eok KOToporo, TpPaHCIOPTUPYACH B AlIUKAJIbHYIO MEPUCTEMY,

ununuupyet nperenue (Zhao et al., 2016).

1.2.8 TaFT1 — unTerpaTop myTeii BpeMeHH I[BETEHHS

I'en Vrn-3 markoi mimeHUIbl Ha Xpomocome 7B, mo3ke o6o3HaueHHbIi kak TaFT1,
okasajicst romojioruuer reny Flowering Locus T (FT) apadunomncuca (Yan et al., 2006).
Tak xe kak y apaOuaorcuca, 3TOT TeH SBJSETCS HHTETPATOPOM Pa3IIUYHBIX ITyTEH,

Y4acTBYIOIIUX B (POPMUPOBAHUH BPEMEHU KOJIOIIECHHUSI.

OcHoBHBIM perynaTopoM 3kcnpeccun 1aFT1 sBnstorest reast PPD-1, nomunanTHbIe
aJlJIeNd KOTOPBIX 3HAYMTENIbHO YCWJIMBAIOT d3Kcrnpeccuto TaFT1l naxe B yclioBUsIX
HeuHaykTHBHOrO (otomnepuoaa (Beales et al., 2007; Wilhelm et al., 2009; Shaw et al.,
2012). Takxe U3BECTHO O POJIH ITYTH SIPOBU3AIIUU B PETYJISIMH SKCIIPECCHU dTOTO T'eHA —
Vrn-2 rensl sBistorcst pernpeccopamu TaFT1 mmenunisr (Dubcovsky et al., 2006).
HexoTopble reHbl upkaIHbix puTMOB, Takue kak CO1/CO2 (Kitagawaetal., 2012), moryt
MOJyJUPOBaTh €ro akTHMBHOCTh. Kpome Toro, MIR5200 sBisercs HEraTHBHBIM

perynsitopom TaFT1 (Pearce et al., 2016).

I'en TaFT1 kogupyet Oenok TaFT1, KOTOpbIN TpaHCHOPTUPYETCS B AMMUKAIbHYIO
MepHuCcTeMy i MHUnuanuu GopmupoBaHus (iopaibHO Mepuctembl. HemaBHO ObLIO
nokasaHo, 4yto TaFT1 mieHuIbl GyHKIIMOHUPYET B Ka4eCTBE MHIYKTOpa IIBETCHHS HE B
OJIMHOYKY, a B cocTaBe komIuiekca. Tak, TaFT1 B murormnazme oobeauuseTcs ¢ 6emkaMu
14-3-3, mepemeraercs B sapo, Tae B3ammojeiictByer ¢ TaFDL2 (Triticum aestivum
FLOWERING LOCUS D-LIKE 2) pans o0pa3oBaHHS «KOMIUIEKCA AaKTHUBAIUU
¢nopurena» (FAC) (Li et al., 2015). [laHHBIH KOMIUIEKC MOYKET CBS3bIBATHCSA C
IIPOMOTOPAaMHU HEKOTOPBIX reHoB, Takux Kak VRN-1, mas perynsuuu ux sxcnpeccun (Li et

al., 2015).
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W3Becten myrantHblii amens TaFT1-B3a (Vrn-B3a), oOyciaBnuBaronuii paHHee
1BeTeHue. /{1 Hero XxapakTepHa HHCEPLMS PETPOIEMEHTA NPOTKEHHOCTHIO 5300 11.H. B
npomorophoii obmactu (Yan et al., 2006). Dkcrnpeccust Takoro reHa YCUJIeHa B Pe3y/IbTaTe
HapyIICHUs peryisiTopHoii obmactu reHa. Asens TaFT1-B3c (Vrn-B3c) conepxut takyro
Ke nHeepInto, uto U TaFT1-B3a, u nomomauTensHble Aenennn 4 .H. (B peTPOdJIEMEHTE)
u 20 m.H. (paHee peTpodIEMEHTa), ero dKCIpeccus HECKOIbKO HIbke, ueM y TaFT1-B3a
(Chen et al., 2013). CrnenyeT 3aMeTUTh, YTO TaKWE AJUICTH OYEHBb PEIAKO BCTPEUACTCS Y
kynbtuBupyemsix coproB (Chen et al., 2013; JIsicenko u ap., 2014; Zhang et al., 2008;
Igbal et al., 2001). JIpyroii amnens TaFT1-B3b (Vrn-B3b), conepxammit nucepiuio 890
I.H. B IPOMOTOPHOM 00J1aCTH, XapaKTepU3yeTCs 3HAYUTEIbHBIM CHIDKEHUEM SKCIIPECCHUH,

U, TaKUM 00pa3oM, oOycraBiuBaeT 3aaepxkky konomenus (Chen et al., 2013).

Hecmotpst Ha 3HaunMocTh TaFT1, maHHBIA TeH HE SBISICTCS HEOOXOIUMBIM JIJIs
nepexo/ia K KoJIomeHuro. Tak, ObUTO TTOKa3aHo, YTO PACTEHUS TETPAILIOWIHOHN TIIICHHUIIHI,
MyTaHTHBIE TI0 TeHaM FT-Al u FT-B1, u pacTeHus MATKOH MIIEHUIIBI, C BRIKITFOYCHHBIMHU
metonoM PHK-untepdeppenun tpems romeonorununbiMu TaFT1 renamu, B ycinoBusX
WHIYKTUBHOTO (hOTONIEpHO/Ia 3aICP)KUBAIOTCS B KOJIOIIEHUH Beero Ha 2 — 4 Henenu (Lv et
al., 2014). BeposTHO, CyIIECTBYeT KOMIICHCATOPHBIA MEXaHHW3M, BKIIOYAIOIINN

poncteeHHble TaFT1 reHbl, KOTOpPBIE B €r0 OTCYTCTBHE BBIMOJIHAIOT (PYHKIMU (DJIOpUTEHA.

1.2.9 3akaw4yenue mo riaase 1.2

O0600mas M3BeCTHYI0 MHPOPMAIMIO O MYTSIX WHUIMAIMKA [BETEHUS Yy TIICHUIIBI
(puc. 12), MOXKHO CKa3aTh, YTO XOTSI MHOTHE T€HBI BpEMEHH I[BETEHUS TOMOJIOTHYHBI TeHAM
apabuorncuca, a MHOTHE MEXaHU3MbI IOX0KH, HAOFOIAIOTCS U 3HAYNUTEIIbHBIC OTITHYHUS
Ha BCEX JTalax 3TOro MyTH, HAUMHAs C PELENLUU BXOISAIINX CUTHAJIOB U 10 aKTUBALUU
TeHOB (uIopanbHON MepucTeMbl. Kak yxe ObLIO OTMEYEHO, Y TIIEHHUIIBI 32 BOCHIPUSITHE
CBETOBOT'0 CUTHAJIA U TO3UTUBHYIO PETYJISLUIO LIBETEHUS 0TBe4atoT putoxpomel PHYB u
PHYC, a y apabunoncuca PHYA u PHYB. ¥V apaOuzorncuca oCHOBHBIM pETyIATOPOM
doronepuomuueckoro otBera sBisercsi reH CONSTANS (CO), perynupyromuii
skcrpeccuto FT (An et al., 2004; Wenkel et al., 2006). B orcyrctBuu PHYB (B HOuHOE
Bpemst), 6enok CO HakamuBaeTcsl, TeM CaMbIM MHIYLUpPYs LiBeTeHHe. B 310 e Bpems y

MIEHUIBI TECHTPAJIBHBIMU PEryJIATOPAMUA (1)OTOHepI/IOI[I/I‘~IeCKOFO OTBCTA ABJJIAIOTCA I'CHBI
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PPD-1, a a¢dext CONSTANS nposiBisietcs Tonnbko B orcyrerBun PPD-1 (Alqudah et al.,
2014; Yang et al., 2014). I'erst PPD-1 He SBISIOTCS TeHaMH ITUPKAJIHBIX PUTMOB, XOTS
HEKOTOpbIE€ KOMIIOHEHTHI 3TUX PUTMOB MOT'YT OKa3bIBaTh BIMSHUE HA SKCIPECCUIO TEHOB
PPD-1. llupkagHbie pUTMBI U T€HbBI, HAXOSIIUECS 0T UX KOHTOPOJIEM, BIUSIOT HA BpeMs
[[BETEHUSI B 3HAUYMUTENILHO MEHbBIIEW CTeNeHu, 4eMm Yy apabuipomncuca. MexaHU3MBbI
SPOBU3AIMA OYCHb CXOXKH — B WX OCHOBE JIGKUT JIHUTCHETHYECKAs MOJUPUKAIUS
TUCTOHOB ITPOMOTOPHOM 00JaCTH PEryJIupyeMOro reHa, Ho peryJaupyeMblil r'eH pa3Hblil —
FLC y apabunornicuca (s mepexojia K IIBETEHUIO JoJKeH ObITh moaaBieH) u VRN-1 y
NIICHAIB! (YIS TIepexoaa K MBETEHHUIO JTOJDKEH ObITh akTuBUpoBaH). [Ipu stom FLC n
VRN-1 He romonoruunsl. [[pyrue ¢akropsl, Takue kak puroropmonsl 1 MukpoPHK, B
nociieIHee  BpeMsl  HICHTU(OUIUPOBAHBI Wy MIIEHUIBL.  KIIOUeBBIM  TEHOM,
HHTETPHUPYIOIIEM CUTHAIIBI OT Pa3IMYHbIX MyTeH B 00oux cirydasx seisiercss FLOWERING
LOCUS T (FT). Onnako, y apabumgorncuca FT mepemaeT CUrHaja reHaMm HACHTHYHOCTH
dnopabHBIX MepucTeM Hampsmyro U npu ydactun SOCL, a y mmieHuIsl TpaHCIyKITUs
curana ot FT ocymiectBisieTcss 4yepe3 dKCIPECCUPYIOMIMICS B alUKaIbHOW MEpUCTEME

VRN-1.
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Puc. 12. Cxema TeéHETHYECKUX B3aMMOJICHCTBUH, BEAYIINX K WHUIIMAIIMHA KOJIOIICHUS
nmeHunbl. OCHOBHBIE TI'€HETHMYECKHE  B3aMMOJACHMCTBHS, JieXKallMe B  OCHOBE
¢dopmupoBaHusl BpeMeHU KojouieHus. OTBeT Ha SIpOBHU3ALMIO: BO3JCHCTBHE HU3KUMU
TEeMIIepaTypamMu MPUBOJUT K ycuieHuto skcapeccuu reHa VRN-1 kak B TUCThSIX, Tak U B
anukanbHOM Mepucteme. VRN-1 B nucthsix nogasisier sxcnpeccuto VRN-2, ocHOBHOTO
penpeccopa TaFTl. TaFT1l, B cBow ouepenb, monoxutenbHo peryiaupyetr VRN-1,
dbopMUpyS TIETITIO MTONTOKUTENBHON 00paTHOM cBsizu. Kpome Toro, VRN-2 nonoxuTenbHo
perynupyeTcss peuenTopaMu CBeTa (UTOXpOMAMHU M HETAaTHBHO (POTOMEPHOIOM
(mogaBnenne VRN-2 Ha kopoTkom nHe). dDoTomepuoanyeckasi YyBCTBUTEIbHOCTD!
OCHOBHBIM T'eHOM Qoronepuoanueckoro mytu spusgercas PPD-1, unaynupyemsrii
UMHHBIM ~ (poToriepuonom. PPD-1  saBnsercs ocHOBHBIM — akTuBatopom TaFT1.
LupkagHbie pUTMBI: SKCIIPECCHS TEHOB IIUPKAJIHBIX PUTMOB PETYIUPYETCS, B OCHOBHOM,
duToXxpoMaMu U B3aUMOJCHCTBUAMU Jpyr C JApyroM. ['€eHbl IMpKaJHBIX YacoB
AKCIPECCUPYIOTCS C OMNPEICICHHOW CYTOYHOM NEPUOAUYHOCTHIO. Y MHOTMX BHUIOB
pacTeHuil OCHOBHBIM pE3yJbTaTOM (YHKIHOHUPOBAHMS LUPKAIHBIX YacOB SBISETCS
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perymsnus skcrnpeccun CO. Tak u y mmennns, CO1/CO2 Haxomarcs moa KOHTPOJIEM
TaGl. CO1/CO2, B cBOIO 0UYepe/ib, MOJIOKUTEIHHO BIIUsET Ha dKkcpeccuto TaFT1. Kpome
Toro, red BedepHero komruiekca WPCL neratuBHO BiusieT Ha skcnipeccuio PPD-1 renos
u VRN-2. MuxkpoPHK: y nmieHuIsl oOHapy)eHo, M0 KpailHeH Mepe JBe MOJICKYJIbI
JTAHHOT'O THIIA, BIMSIOMUX HA BpeMs KojomieHus, MiR5200, HeraTUBHO perysIupyroIas
TaFT1, u tae-miR408, nonasnsromas sxcrpeccuro TaTOCL. Penentopsl ceera: PHYC u
PHYB B Buzie romo- Wid reTepoJUMEPOB PEryIUPYIOT MHOTHE T'€HbI, BIUAIONIME HA
dbopMupoBaHUE BpeMEHH KosolieHus. Tak, 3Tu peuentopsl akTuBupyoT PPD-1, VRN-2 u
HEKOTOpbIe TeHBI IIMPKaTHBIX yacoB, Takue kak CCALl u TaLHY. PHY C raxke nogasnser
miR5200, smisromerocst penpeccopom TaFT1l. duroropmonsl: B amekce TaFT1 B
coctaBe (IOPUreH aKTUBHPYIOUIETO KOMIUIEKCA AaKTUBUPYET TeHbl OHMOCHHTE3a
ru06epemmuHa (GA200X). [Ipucyrcreue I'A nmpu sxcnipeccupyromemcs: VRN-1 mpuBogut
K aKTUBAIlMM T€HOB MACHTUIHOCTH (propanbHbIX MepucteM SOC1 u LFY. UuTerpanus
nyreii: TaFT1 sBnseTcst HEHTPATBHBIM PETYISTOPOM BPEMEHHU KOJOIIEHUS. DKCIIPECCHS
JAHHOTO TEeHAa HaXOJUTCS TOJ KOHTPOJEM TEHOB OTBETa Ha SPOBHU3AIUIO,
YyBCTBUTENBHOCTH K (DOTOmEepHoay, HUPKAJAHBIX PUTMOB, HEKOTOpHIX MHUKpoPHK.
Dkcnpeccupysach B JIUCThAX, 1aFT1 TpaHcnopTupyercs B aMKalbHYIO MEPUCTEMY, TIE
BMecTe ¢ 14-3-3 Genkom u TaFDL2 dopmupyer (ropureH-akTHBHPYIOIMUNA KOMIUICKC
(FAC), xoropsiii aktuBupyeT VRN-1 u rensl cunre3a ['A. VRN-1 u 'A B amekce
UHAYIHPYIOT TeHBI (QIOPATBHBIX MEPUCTEM, YTO HHUITUHPYET MEPEX0/] K IIBETCHUIO.

Oco0OeHHOCTBI0O TyTH (HOPMHUPOBAHUS BPEMEHHU IIBETCHHS MIIEHUIBI SBISETCS
U30BITOYHOCTD, BBIPOXKIEHHOCTh €0 KOMITIOHCHTOB. J[a)ke BRIKITFOUCHHE TAKUX KITFOYCBBIX
KOMITOHEHTOB 3Toro mytH, Takux kak PHYC (Chen et al., 2014; Pearce et al., 2016), PPD-
1 (Shaw et al., 2013), VRN-1 (Chen & Dubcovsky, 2012), TaFT1 (Lv et al., 2014), xoTs
CYIIECTBEHHO 3aJICpP’KUBACT KOJOIICHHE, HO HE MPHUBOJIAT K IMOJHOW HECTIOCOOHOCTH K
[[BETEHUI0. BeposiTHO, A MyTH BPEMEHU KOJIOMICHHS XapaKTEepPeH KOMIIEHCATOPHBIN
sadekr. Tak, y MiIeHHIBI BBISABICHO MsATh HapanoroB rena TaFT1 (Lv et al., 2014).
Bo3MOXHO, 3T TE€HBI MOTYT YaCTHYHO BbHIONHATH QyHKuU TaFT1l mpu ero

BBIKJIIOUCHUU.

Taxoke CTOUT OTMETHTH MHOTHE (PaKTOPBI, TAKHE KaK caxapa, CTapeHHe, aBTOHOMHBIC
NyTH W TEMIIEpaTypa OKpPYKAIoIIeHd Cpeibl, KOTOPbIC BIHSIIOT HA BpPEMs I[IBETCHHS
apadounoncuca (Wahl et al., 2013; Wang, 2014; Simpson, 2004; Lee et al., 2007) u
HEeKOTOphIX 31akoBbIX (Takeda et al., 2001). Ho MexaHu3Mbl UX JACHCTBHSI HCM3BECTHBI Y
NIIeHUIBl. MHOTHE TeHbI, IS KOTOPHIX IOKa3aHa CBS3b CO BPEMEHEM KOJIOIICHHS
NIIEHAUIIBI, K HACTOSANIEMY MOMEHTY ONHCAaHBI TOJNBKO B €IWHUYHBIX ITyOJNHKAIUAX, W
TpeOyeTcs TOMOHUTEbHAsT BepUBUKAIHSI X y4acTUsl B MHUIIMAIIMK KoJolIeHus. Takxke
JIOBOJIFHO MaJIO JaHHBIX O B3aMMOJCHCTBHU T'€HOB KOJIOIICHHS IIICHUIBI, 0COOEHHO O

IrcHax OUpKaJHbIX PUTMOB. MHorue OKCIICPHUMCHTLI 110 U3YUCHHIO OKCIIPECCHUHU I'CHOB U UX
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B3aUMOJICUCTBUH C APYIruMHU JIOKyCaMH, IIpOBOAUJINCh Ha MAaTCPpHAJIC apa61/m0nc1zlca nin
puca, a HC NI CHUIIBI. HpI/I TOM 4YTO q)YHKI_[I/IOHI/IpOBaHI/Ie JaHHBIX I'€CHOB B IIIIICHUIIC MOXET
OT/INYaThCA, KakK OTIINYar0TC, HaIllpumep, MCXaHU3MBI @OTOHepHOHquCKOP’I
YYBCTBUTCIBHOCTH MJIM OTBCTA Ha SAPOBU3AIUIO. CJ'ICI[OBEITCJ'IBHO, C YBCPCHHOCTBIO

TOBOPHTH O (1)YHKI_[I/I$[X JaHHBIX I'CHOB Yy INIIICHUIIBI ITOKA PaHO.

Takum 00pa3oMm, XOTsS MHOTHE acCleKThl (OPMUPOBAHUS BPEMEHHU KOJIOIICHUS
MIIIEHUIIBI MaJOM3y4YeHbl M OCTAaeTCs JOBOJBHO MHOTO TIPOOEIOB B TOHUMAaHUHU
B3aUMOJICHCTBUI T€HOB 3TOr0 IMYTH, C KaXIbIM TOJOM KOJUYECTBO HH(GOpPMAIUU IO
JIAHHOM TEME€ VYBEIIMYUBACTCS, WU MOXHO HAJEATHCS, YTO BCKOPE MEXAHU3MBbI

(dbopMHpOBaHUS BPEMEHH KOJIOIIEHUS MIIEHUIBI OyIyT paciIu(ppOBaHBbI.

1.3 I'ensl B-renoma MArkoii MIIEHUIIbI, ACCOIIMHUPOBAHHBLIC C BPEMEHEM

KOJIOIICHUSA

["'oBOpst 0 TeHax, BIMSIOUIMX HA BpeMs I[BETEHUS MIICHUIIbI, BAKHO 3aMETUTh, YTO
MHOTHE KIIF0UeBbI€ TOMEOJIOTHYHBIE I'€HBI, XOTS U pacrojiaratlorcs Ha xpomocomax A, B u
D reHOMOB, HO 3KCIPECCUPYIOTCA C Pa3IMYHON MHTEHCHUBHOCTBIO, M, CIIEJOBATENIbHO,
BHOCSAT pa3jMuHBIA BKJaa B (OpMUpOBaHHE NpU3HaKa. Tak, HarpuMep, TaKue Ba)KHbIC
rensl kak PPD-1 u TaFT1, Gl, CO2, naubonee cuibHO SKCIPECCUPYIOTCS UMEHHO B B-
rerome (Shaw et al., 2012). HeuysctBuTenshbie k (oTonepuoay amienu rena Ppd-Bla
OTJINYAIOTCS MYyTalUsIMHU, HEXapaKTepHbIMU JUIsl ocTalbHbIX TeHoB PPD-1 (u3menenue
YHCIIa KON WM MHCEPIns ), B TO Bpems kak st Ppd-Ala u Ppd-Dla tunudns genenuu
B NPOMOTOpPHON oOsactu. st OOJIBIIMHCTBA OCTAJIBHBIX T'€HOB BPEMEHM I[BETCHHUS
MSTKOM MIIEHULIBI SKCIIPECCUBHOCTh TOMEOJIOTOB HE Oblila OIICHEeHa, U, TAaKUM 00pazom,
TOBOPUTH O CTENMEHM MX BKiaga B (popmupoBanue ¢eHoTuna 3arpynHutensHo. Kpome
TOTO, M3BECTHO 3HAYMUTEIHHOE KOJUYECTBO JIOKYCOB, B TOM uucie Ha B-renome,
CBS3aHHBIX CO BPEMEHEM KOJIOIICHUS, TeHBbl Il KOTOPBIX HE HIACHTU(UIMPOBAHBI

(mpunosxenue 2 u (Milec et al., 2014).

Ecth npeanonoxenue, uto B-reHoM urpaet BaKHYIO pOJib B aaNTAUHU K YCIOBHIM
okpysxatomieit cpeapl (Nevo et al., 2002). B-renom 6osiee CKIIOHEH K TPaHCIOKAIMSIM U
apyrum cTpyktypHbIM m3MeHenusim (Akhunov et al., 2010; Badaeva et al., 2007), gro

MOXKCECT ABJIATHCA HpPI‘-IPIHOﬁ €ro 3BOJIIOLIPIOHHOﬁ JTa0MIBHOCTH.
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Takum 00pa3om, ucciaeoBaHUE I'eHOB B-reHoma MSTKOW MIIEHUIIBI, CBI3aHHBIX C
[[BETCHUEM, MEXaHU3MOB UX PETYISIIIUU W B3aUMOJICHUCTBHM, MpPEACTaBISIET COOOMU
3HAYUTENbHBI HMHTEpEC KaK C TOYKHU 3PCHHUS H3yYeHUS MEXaHHU3MOB (OPMHPOBAHHS
JTAHHOTO MIPU3HAKA, TaK U C CENTbCKOXO3SIICTBEHHOW TOUKH 3PEHUS — 10100p U BHIBEJICHUE

COpPTOB C IMOAXOJAINNMHU JIOKYCAMHU U I'CHAMHU, MOJYJIUPYIOIINX BPCMA KOJOIICHUS.
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I'masa 2. MaTtepuaJibl 1 METObI

2.1 PacTuTeabHBIA MaTepuaJ U AaHAJU3 (peHOTHIIA

2.1.1. ITouTH u3oreHubie JUHUM Triticum aestivum L.

B unccienoBanue ObLIM B3ATHI PA3NIMYAOLIMECS IO BPEMEHU KOJIOUIEHHS MOYTH
nsorennbie uHui (NILS) spoBOii MATKOH MIIICHHUIIBI, TOJYUCHHBIC OT CKPEIIUBAHKS PAHO
nepexosiero Kk kojomenuto copta Sonora (K-47942) u nuamu OUJI2 (K-142751),
IO3JIHO nepexoasen K  KOJIOIIEHWIO u XapaKTepHU3YIOIIEeHCs CYWJIBHOU
YyBCTBUTENHHOCTHIO K (oTomepuony. JluHum ObLIM moiydeHsl Bo Bcepoccuiickom
Hayuno-UccnenoBatensckom Muctutyre PactenueBonactsa M. H.W. Basunosa (BUP)
(Mepexko u ap., 1997; Komkuna u ap., 1998). Matepuan st ucciieioBaHUs JTFOOC3HO
npenoctasiieH npod. B. A. Komkuubim.

Cepun MOYTH H30TEHHBIX JIMHUM BKJIIOYAIOT YETHIPE JMHHUH, IOJTyYCHHBbIC B
pe3ynbTare MAITH OEKKPOCCOB M 3-KpaTHOTO MHIMBUIYyallbHOTO oTOopa. Ilpm co3manuun
JUHUI Tpeanojiarajid, 4YTO OHM HECYT IO OJHOMY JOoMUHaHTHoMmy reny PPD-1,
COOTBETCTBEHHO — ¢ yMepeHHbIM (Ppd-m) u cnabbim addexrom (Ppd-w). s kaxaoun u3
HUX ObUIM oTOOpaHbl Tarkke cectpuHckue nuauu Ppd-0" u Ppd-0%, cooTBeTcTBEHHO,
HeCyIlue pereccuBHbie awienu Bcex reHoB PPD-1 («perieccuBHbBIE CHOBIY).

JIuaum Ppd-m u Ppd-w nepexoauiu K KOJIOMCHHIO Ha KOPOTKOM ¢ortornepuoe (12
Yac) 1o cpaBHEHHIO ¢ JUTMHHBIM (18 wac), Ha 9.5 (Ppd-m) u 13.5 (Ppd-w) panbine npu
CpeHEM 3HAYCHHUH ATOTO MOKA3aTelNs y PEIIECCUBHBIX CUOOB M perumnuenta — 27.3 cyT u
HAaYMHAJIM KOJOCUTBHCS PpaHbIIE PELUNHMEHTa Ha KOPOTKOM nHe Ha 22.3 u 16.4 cyr,

cootBetcTBeHHO (Kucenesa u ap., 2014) (puc. 13).
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Puc. 13. IIpogomKUTEIbHOCTh TIEPUOJIa BCXOABI-KOJIOMICHUE W30TCHHBIX JTUHUH W HX
ponutenbckux ¢opMm B ycioBuax mmHHOTO (18 1) m koporkoro (12 ¥) mHa 1O
ycpenHeHHbIM qaHHbIM 32 2009 - 2011 roxa (Kucenesa u np., 2014).

2.1.2. PekomOnHAHTHBIEe HHOpeTHBIe XpoMocomHbIe imHuM (RICL),
MoJIy4eHHbIe 0T CKpelrBaHus MArkoii mmeHunbl copra Chinese Spring (CS)
u aunnn copta Chinese Spring ¢ 3amemenHoii xpomocomoii 5B Ha

xpomocomy 5B T. dicoccoides (CS-5Bdic)

Copr Chinese Spring (CS), 3amemennas auaus copta Chinese Spring ¢ xpomocomotii
5B ot T. dicoccoides (CS-5Bdic) u cemeHa nepBoro mokoJjieHus oT ux ckpeniuanus (F1)
ObuM Mr00e3Ho0 npenocranieHsl mpod. ['miom (B. S. Gill; Kansas State University, USA)
u @apucom (J. D. Faris; USDA-ARS, Fargo, USA). IMonynsuus, cocrosimas u3 116
PEKOMOMHAHTHBIX HMHOPETHBIX XPOMOCOMHBIX JIMHUH (XPOMOCOMHO-3aMEIIEHHBIX
pekoMOnHaHTHBIX HHOpenHbIX uHUH, RICL), Opi1a moydeHa B pe3ynbrare 7 MOKOJICHUN
CaMOOTIBUICHUSI B J1a00OpaTOPUM MOJEKYISPHONH TEHETHKH W IUTOTEHETHKH PACTCHHU
(Uul" CO PAH). Ipenamonaraercs, 94To Kaknas U3 JHHUA HECeT HEOOJBIINE YYIaCTKH
untporpeccuu T. diccocoides B xpomocomy 5B copra CS.

OEHOTUNMYECKUN AaHAIU3 JIMHUA TNPOBOJWIM B KOHTPOJIUPYEMBIX YCIOBHAX
runpornonnoit Termuibl KT «JlabopaTopust HCKyCCTBEHHOTO BBIPAIIMBAHUS PACTECHUIN
(ULIul" CO PAH). IIpopocmne cemena ssposuszupoBaiiu B Tedenuu 30 nueit npu +3 °C B

TeMHOTE. Bpems konmomeHus: GuKCUpoBaIn AJIsl BCEX PACTEHUI B MOMEHT BBIX0/1a KOJIOCA
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U3 TpyOkH Ha 1/3 W BBICUMTHIBATIN KaK MPOJOJIKUTENLHOCTh IEpUoa (KOJIUYECTBO JTHEH)
OT BCXOJOB /10 MOMeHTa KosiomieHus. CpenHee 3HAUEHHE BPEMEHM KOJIOIIECHHUS JUIS

KKJIOM JIMHUHU BBIYUCIISUIH 110 JaHHBIM i1 10 pacTeHwHid.

2.1.3. Aneymiouanbie Junuu copra Chinese Spring

Hynnu-terpacomusie (NSBT5D), nurenocomusie (DTS5BL) 1 nuHMN ¢ YaCTHYHBIMU
XPOMOCOMHBIMH JICTCIIUSMH UCIIOIB30BAIN I YTOYHCHHS JIOKAIHM3AllM MapKEepPOB Ha
XpOMOCOMax M MPOBEPKH CHEHU(PUUHOCTH pa3pabOTaHHBIX B XOJE JaHHOW pPabOThI
npaiimepoB. JIuauu Obut Jr00e3HO TpenocTanieHsl mpod. 'mmmom (B. S. Gill; Kansas

State University, USA).

2.2 MeToapbl

2.2.1 Boinenenue JIHK u3 pacTeHuii moYTH U30T€HHBIX JHUHHA H UX

POIMTEIBLCKHX cOpPTOB SOonora u ®YJI2

[Tpopoctku 10 3epHOBOK (KOJIEONTHIIE U MEPBBIN JKUCT) 3aMOPAKUBATIU B KUIKOM
a30Te, 3aTeM FOMOTCHH3MPOBAIM C UCIIOJIb30BAaHHEM BHOpAIMOHHON MenbHUIBI Retsch
MM 400 B 1.5 M neHTpud y>KHBIX TPOOUPKAX ¢ 3 METIOLIUMU IIapaMu TUAMETPOM 2 MM.
Pexum pasmanbiBanusi: 2 MuH npu 4dactoTe BuOpanuu 30 kosneOanuii B cexkyHay. B
KaX/1yl0 IPOOUPKY C 3aMOPOKEHHBIM TOMOT€HU3UPOBAHHBIM MaTEpHaIoM A00aBIISIIN MO
700 mkn 2% CTAB-6ydepa. Cocta CTAB-0ydepa: CTAB (cetyl trimethyl ammonium
bromide, CioH2NBr) - 2 % (w/v); EDTA (disodium salt, dihydrate
C10H1aN20gNa2e2H20) - 20mM; Tpuc-HCI (CsH11NO3), pH 8 - 0.1 M; xnopua HaTpus
(NaCl), pH 8 — 1.4 M; polyvinylpyrrolidone (PVP40-50G) — 1% (w/v); 2-mercaptoethanol
(mobaBisiercss mepen ucnoibzoBaHueMm) — 0.2%). ['omoreHat B mpoOWpKax TIIATEIBHO
nepememnBanu co CTAB-Oydepom ¢ ucnonap3oBaHreM BOpPTEKCa U MHKYOMpOBAIM MpU
65° C ne menee 1 yaca B Tepmoreiikepe. B kaxxayro npobupky nobasisum 700 Mk cmecu
xsopodopm: nzoamuinossiii ciupt (24:1 vol:vol). Conepxumoe poOUPOK MepeMenuBaIn
B TE€UYECHHE 5 MHUHYT, 3aTeM IpoObl neHTpudyrupoamu 10 munyTt npu ckopoctu 12000
00/MuH. CynepHaTaHT NEPEHOCWIM B YMCTble MPOOUPKHU, NOBTOPHO Ao00aBisau mo 700

MKJI CMCCH XJ'IOpO(l)OpMZI/ISOaMI/IHOBHﬁ CIIUPT B KAKAYIO, C IOBTOPCHUCM IICPCMCIINBAHUA
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(5 mun), uearpudyrupoanus (10 MmuH) 1 oT6opa cynepHaTtanta, coaepxkaimiero JJHK, B
YUCTbIE HEHTPUPYKHBIE TPOOUPKHU.

JIHK ocaxnanu wuzomnpomnanoioM (0.8 yacTe OT 0TOOpaHHOTO 00beMa BepxXHEH
¢da3p1). 3arem 1aBHO nepememmBanu. Jng momyudeHus ocanka JIHK npoGupku
neHTpudyrupoBasii 5 MuH mpu ckopoctd 12000 o6/mMuH. HamocamodHyro >KHIKOCTH
cmBasii U ocanok JIHK mpomeiBamm 70% stanonoMm. Ilpobupku ¢ ocankom JIHK
OCTaBJISIM OTKPBITBIMU IPU KOMHATHOW TeMmIiieparype Ha 15-20 mMuH 1 ucnapeHus
OoCTaTKOB 9Ta”osia. PecycnenmupoBanne ocaaka JIHK nposoaunu B 50 Mk

OMIUCTIILTUPOBAHHOMN JEMOHU3UPOBAHHON BO/IBI.

2.2.2 SSR-renoTunupoBaHue

[Ipu reHOTUITPOBAHUY JIMHU OBLTH IIPOAHATN3NPOBAHBI MUKpocaTe uTHBIE (SSR)
JOoKychl, omyonnkoBanHble panee (Roder et al., 1998; Song et al., 2005; Carollo et al.,
2005). Hcmonb30BaHHBIA TPH aHAJIM3€ COCTaB PEaKIMOHHON cMmecn u pexum I[P
MOJTHOCTBIO ~ COOTBETCTBOBAJIM  PEKOMEHIAIUSAM  OPUTHHANBHBIX  ITyOJIHMKAIHid.
Busyanuzanuio u aHanu3 amMIuinUIUPOBAaHHBIX (PArMEHTOB YAaCTHMYHO MPOBOIWIN C
ucrnonb3zoBanrem cekeHatopa ALF (Automated Laser Fluorescence, Amersham) Ha 6a3e
1a00paTOpUH T€HOMHOTO KapTUpOBaHUs MHCTUTyTa T€HETHKH KYJIbTYPHBIX pacTeHHU
(l'epmanus1), YaCTHYHO C HWCMOJIB30BAaHMEM aBTOMATHYECKON CTaHIUHM KalMJUIIPHOTO
anekTpodope3a Bbicokoro paszpemeHusi QIAxcel System Capillary Electrophoresis
(Qiagen, I'epmanusi) B BUP. Pazmep ¢parmeHTOB B MepBOM ciyyae ONpPENEIsUIM C
UCIIOJIb30BAHMEM KOMIIBIOTEpHOW mporpammbl Fragment Analyzer 1.02 (Pharmacia,
HIBerus). [Ipu ucnons3oBannu QIAxcel mmHy GparMeHTOB PacCUYUTHIBAIH C TIOMOIIBIO
BHYTPECHHHX CTAaHIApPTOB, B KayeCTBE KOTOPHIX OBUIM HCIIOJIB30BaHbI MapKephl
cootBercTBUA (QX Alignment Marker 15bp/500bp), ycranasnusaromue Bepxuuit (500
1.H.) ¥ HWxHA#H (15 m.H.) moporu aerekunu. OTHOBpEMEHHO UCTIOIB30BAJICS BHYTPCHHUN
cranaapt — Habop ¢pparmentoB JJHK uzBectHOro pazmepa (QX Size Marker 25bp/500bp),
pa3iMyarommMxcs TO JuiMHEe Ha 25 HykimeotuaoB. YacTe  MapkepoB  Obuia
NpOoaHATM3UPOBaHa C MCIOIB30BAHUEM d3JICKTpodope3a B arapo3HoM reje (OpOMHUCTHIN

ATUAMI B KaU€CTBE KPaCUTENs1) C MOCIEAYIOLIEH JeTEKINEN B yIbTpaduoiere.
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2.2.3 U3yuyenue anjeabHoro coctasa reioB VRN-1 u PPD-1 ¢ ucno/sib3oBannem

ony0JMKOBAHHBIX a/ulejb-crienn(pUIHBIX NPaiiMepoB

Jlns BeIsABIICHHS Bo3MokHOTO moiauMopdusma reHoB VRN-AL, VRN-B1 u VRN-D1
OBUTH KCIIOJB30BaHBl OIMyOJIMKOBaHBIE paHee reHocrenupuansie Mapkepsr (Yan et al.,
2004; Fu et al., 2005), ananu3 Ipou3BOAUICS 10 METOIUKAM, ITOIPOOHO OMMCAHHBIM paHEe
(ITotoxuna u np., 2012; 3notuna u ap., 2012).

Hns

ACTCPMHUHUPOBATDH cna6yfo YYBCTBUTCIIBHOCTL K (bOTOl'IepI/IOI[y, OBUIM HCIIOJIb30BaHbI

BBISIBIICHHMsSI ~ ayuienell  reHoB cemeidictBa PPD-1, kotopeie  moryt

onyOJuKOBaHHBIC paHee reHocnenuduunsie npaiimepsl (Beales et al., 2007; Wilhelm et
al., 2009; Nishida, Yoshida, et al., 2013) (ta6m. 1).

Ta6n. 1. IlocmenoBaTenbHOCTH MpaiMEpOB, HCIONb30BAaHHBIE MJI BBISIBICHUS
JOMUHAHTHBIX ayuteneid reHoB cemeiictBa PPD-1, perepmunupyrommx ciadyro
(GOoTOEpHOINIECKYI0 YYBCTBUTENBHOCTh. CalThl CBS3BIBAHUS JAaHHBIX TPaiMEpOB
orMedensl Ha puc. 10.

Atens

[locnenoBaTensHOCTH
ACGCCTCCCACTACACTG
CACTGGTGGTAGCTGAGATT
GTTGGTTCAAACAGAGAGC
GTATGCGATTCGCCTGAAGT
CGTCACCCATGCACTCTGTT
GAGCAAGGGATTGAGACTGC
GTATGCGATTCGCCTGAAGT
CGTCACCCATGCACTCTGTT
CTGGCTCCAAGAGGAAACAC

CGTACTCCCTCCGTTTCTTT

IHa3Banue npaiimepa
Ppdl F

Ppdl_R2

Ppdl_R1
durum_Ag5del_F1
durum_Ag5del_F2
durum_Ag5del_R1
durum_Ag5del_F1
durum_Ag5del_F2
durum_Ag5del_R2

TaPpd-AlprodelF

[lmuaa PpparmenTalurepaTypHBIil HCTOYHUK

Ppd-Dla.l 288 (414%*) (Beales et al., 2007)

Ppd-Ala.2 173 (245%) (Wilhelm et al., 2009)

Ppd-Ala.3 290 (452%) (Wilhelm et al., 2009)

Ppd-A7a.1TaPpd-AlprodelR3

AATTTACGGGGACCAAATACC

338 (299%)

[TaPpd-AlprodelR2

GTTGGGGTCGTTTGGTGGTG

(Nishida, Yoshida, et al., 2013)

[TaPpd-BlproinF1

CAGCTCCTCCGTTTGCTTCC

Ppd-Bla.l TaPpd-B1proinR1

CAGAGGAGTAGTCCGCGTGT

620 (312%)

(Nishida, Yoshida, et al., 2013)

* - pa3Mep MPOAYKTa B CIIy4ae UHTAKTHOTO (PELIECCUBHOTO) ajliens

CocraB peakionHoi cmecu 0b11 cneaytonmm: JJHK B konnentpanuu 5 Hr/mka, 1x
oydep nna Tag-nmomumepasel (pH 8.6, 2.5 MM Mg?*), 200-250 mxmons dNTPs, mo 0.2—
0.25 MxMoOIb KaxJ0oro u3 mnpaimeposn, 0.1 — 0.125 en./mxn Tag-nonumepassl (Dialat) u
CTepWIbHAs IEMOHU3UPOBAHHAS BOJa 10 00beMa 20—25 MK B 3aBUCUMOCTH OT PEaKIUU.
Ycnosus nposeaenus [P mis BeisaBaeHus amtencii Ppd-1a (3a uckiarodeHneM ajuiess
Ppd-Bla.l): npenenarypanus npu 94-96°C B Teuenue 3 muH U nanee 35—40 muxiios (94—
96°C B Teuenne 20-30 c; 52—57°C B 3aBUCUMOCTH OT CTPYKTYpHI paiiMepa B TeueHue 20—

30 c; 72°C B Teuenue 40—60 ¢) u punanbHAsK d5moHTanus npu 72°C B Teuenue S5 muH. [[ns
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BeisiBiIeHust  ayienss  Ppd-Bla.l wucmosiw3oBamu  mpotokon  “touch-down”  ITLIP:
npeneHatypauus npu 96°C B teuenne 3 MuH, aanee 11 nukinos (96°C B Teuenue 30 c;
70°C B Teuenue 30 ¢ ¢ moHM)eHHEM TemmepaTypbl Ha 1°C B KaKJIOM MOCIEIYIOIIEM
nukie; 72°C B teuenue 30 c¢), 29 muknoB (96°C B teuenne 30 c¢; 60°C B Teuenue 30 c;
72°C B Teuenue 60 c¢) m ¢uHanmbHas dmoHranus npu 72°C B TedyeHwe 5 MuH. bonee
o IpoOHO JaHHBIe MeTOIUMKK onucaHbl paHee (Beales et al., 2007; Wilhelm et al., 2009;
Nishida et al., 2013).

2.2.4 Hapaoortka 1L P-npoaykToB renoB PPD-1 u mocienyiomee

JUTHPOBAaHME B BEKTOP

Jl71st TOrO, 9TOOBI U3YYUTH BCE BO3MOKHBIE U3MEHEHHUS TTOCIIeI0BATEIbHOCTEN OBLITH
pa3zpaboTaHbl MpaiiMephl K KOAUPYIOIIeH o0nacTu, cnenuduunbie 11 Bcex reHoB PPD-1.
[TocnenoBatensHocTH mpaiimepoB: F2-Ppd-exon2-ACCAGGCGTGGGCGTATCT; R2-
Ppd-exon6-GCTCTAGCTGCCTGTTGGG; F3-Ppd-exon6-
TGGAGATAGGTGCCCCTGG; R3-Ppd-3UTR-GGACCGTCTCTGAATGATCCA.
Coctas peakunonHoi cmecu Obut cnenyrommii: [IHK B koHnentpanuu 5 ar/mxi, 1x6ydep
s Taq momumepasel (pH 8.6, 2.5mMmons Mg2+), 200 mxmons dNTPs, 0.2 mxMomnb
Ka)XJI0TO npaiimepa, 1 ea. Tag- nonumepassl (Meauren) u cTepuiibHas 1I€MOHU3UPOBaHHAs
BOJIa 10 o0beMa 25 Mki1. YcnoBus peakiuu: 94°C — 3 muH, u 3atem 35 nukios (94°C — 40
cek; 55°C — 30 cek; 72°C — 60 cex) u 72°C B Teuenue 7 MuH. [IpaliMmepbl kK MpOMOTOPHOM
obnactu Obutn PPD-B1 cnenuduyHbiMU, TOCKOJIBKY TPOMOTOpPHBIE 00nactu reHoB PPD-
1 3HaUUTENBHO OTIMYAIOTCS, U ObUIM CKOHCTPYHMPOBAaHbI HA OCHOBAaHUHU BbIPABHUBAHUS
184 mocnenoBatenbHocTel u3 6a3 nanHsix NCBI. TlocnenoBarensHocTH mpaiimepos: F-
SUTR-CACTCTTATTCCCTCTATGCC; R-5UTR-CTGTTATTATTGGAATCGTCAG.
[TosrydeHHbIE aMIIIMKOHBI ObUIM BbLAENEHBl U3 1% arapo3Horo reist ¥ OYMILEHBI C
ucnonb3oBanueMm «HaGopa mns smoumu JIHK u3 arapossnoro rens» (buoCunuka).
OunnieHHble QparMeHTHl JTUTHPOBAIN B JIMHeapu3oBaHHbIH BekTop pAL-TA (Evrogen).
CoctaB cmecu: 1xmurasueiii Oydep, 50 Hr Bektopa pAL-TA, 200 Hr uzydaemMoro
¢parmenta IHK, 2 mxn PEG u 1 U T4-/IHK nura3zer (Fermentas). CMmech HHKYOMpOBaIu

npu 16°C B Teuenue 12 yacos.
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2.2.5 TIpuroroB/jieHHe KOMIETEHTHBIX KJIETOK U TpaHchopmanus

XVWMHUYECKH KOMIIETEHTHBIE KIETKH IMOJY4Yald C HCIOJB30BAHMEM IPOTOKOJIA
CCMB 80 (Hanahan et al., 1991). Coctae CCMB 80 6ydepa: 10 mM KOAc, 80mM
CaCl>*2H,0, 20mM MnCl>*4H20, 10 mM MgClIl>*6H20, 10% rimuuepun, 0.1 N HCI s
nosenenus pH no 6.4. bydpep dunbprpoBanu B crepuibHbIX ycioBusix. CoctaB SOB
Oydepa nns kynpruBupoBaHus kieTok (Ha 400 mi): Bakro-tpuntoH — 8 rp, OakTo-
IposxokeBoit 3kcTpakT — 2.2 Tp, SM NaCl — 0.8 mut, 1 M KCI -4 M1, H20 — 391 mut, nannyto
CMeCh aBTOKJIABHPOBAIH, oXJaxaann u podasmsum 0.01V 2M Mg2* (1M MgCl, + 1M
MgSOs). IocaemoBaTenbHOCTD AciicTBHIA: 1 M1 HOYHOM KynbTyphl E. coli (mramm TOP-
10) noGasmsmm k 250 M SOB u unkyo6upoBanu npu 37°C 10 JOCTUKEHUS MIIOTHOCTH
KynbTypsl ODg00=0.3. Llearpudyruposamu 10 mun npu 4°C, 3000 rpm, cynepHaTaHt
ciBasid. OCTOPOKHO PECYCTIEHANPOBAIH MOJIYUUBIIUKCS 0Ca0K B 80 MJT OXJIaKI€HHOTO
Ha 161y CCMB 80 6ydepa. UukybupoBanu Bo mbay 20 munyt. Llentpudyruposamu 10
mMuH npu 4°C, 3000 rpm, cynepratanT cnuBaiu. PecycnenaupoBasim B 10 mn
oxnaxaeHHoro Ha ibay CCMB 80 6ydepa. Mukyouposanu Bo nbay 20 MunyT. PaznuBanu
anmukBoTamu 1o 50 — 100 Mk B oxyaxkaeHusie 1.5 M mpoOupku. Xpanunu mpu -80°C.

Tpanchopmaiyro XMMHUYECKH KOMIIETEHTHBIX KJIETOK OCYIIECTBIISIIN CJEIYIOIIUM
o0pa3oM: K aJIMKBOT€ KOMIIETEHTHBIX KJIETOK JO0OABISUIM S5 MKJI JIMTa3HOW CMECH,
pecycnenaupoBanu. MukyoupoBanu Ha jbay 30 MuHyT. I TEIUIOBOTO 1IOKA MPOOUPKU
noMemanu B tepmoctat Ha 43°C Ha 30 cek. [Tocne yero cpasy noMeaim Ha Jie Ha 2 MUH.
Jo6asnsum 1 M LB (Tpunrton — 1 tp, aposxokeBoit sxctpakt — 0.5 rp, NaCl — 1 rp, H20 —
100 ™). MHWakyObupoBamm mnpu 37°C B Tedwenwe daca. Ocaxganu KIETKU
HeHTpU(PyrupoBaHueM, OTOMpaIn OOJBIIYI0O YacTh CylnepHaTaHTa, octaBisag 100 Mk
Ocafok pecycrneHIupoBalld C OCTaTKaMHU CpeIbl M BBICAKUBAIM Ha MOJArOTOBJICHHbBIE
yamku [letpu ¢ LB, cogepxamei ammumuiua u X-Gal/IPTG (wa onny wamky: 20 M

LB-arapa, 40mxi 50 mr/mn ammumumminHa, 30 M 20 mr/ma X-Gal, 60 mxn 200 mr/mo

IPTG).
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2.2.6 OTO0p KOJIOHUI, COIePKANTUX 1eJIEBble BCTABKH, U BblJIeJIeHHE

miaasmuanoii JTHK

Kononuu, copepxaimiue BcTaBKy (Oelnbie), NMEpecakMBajld Ha CBEXYI Cpedy C
CEJIEKTUBHBIM aHTUOMOTUKOM (Ha oHY Yamky: LB-arap, 40mxn 50 Mr/mMa aMnunuiuiiHa).
Hanee ux nposepsuin Mmetoaom IIL[P ¢ mpaitmepamMu k 1eneBOM MOCIENOBATEIBHOCTH.
OtoOpaHHbIE KOJIOHUH MEPECAKUBAIIN B cTEpHIIbHBIE TpoOupku ¢ 50 M LB u 20mxn 50
MI/MJI aMOULWUIMHA, BBIpAIMBAIM B TEPMOILIEHKEPE B TEUEHUE HOYM JO JOCTUKEHUS
KyJabTypbl TIO0THOCTBIO ODgo=1.3-8. Jlanmee Beimemsumm nJIHK (mnasmmanas JIHK) c
ucnonb3zoBannem «Habopa mis Beigenenus maasmuanon JJHK» (buoCunmka) cormacHo
WHCTPYKIUU TpousBoauTens. OneHnBaiu KauecTBo U koimdecTBo BoineneHHou nJJHK ¢

HIOMOIIIBIO ATEKTPO(dope3a B arapo3HOM Telie.

2.2.7 CekBeHUpOBaHMNe 1eJIeBbIX MOCIe10BATEILHOCTEI

CexBenupoBanne ocymectBisuin Ha npubope ABI 3130XL Genetic Analyser
(Applied Biosystems). Peakiuio mpoBOAMIN CleAyrommM odpasom: 1x0ydep, 1.5 Mk
BigDye Terminator v3.1, 5 nmons mpaitmepa, 300 ur nJIHK ¢ meneBoit BcTaBKOiA,
nenonnsupoBanHas H:O no oOwema 15 Mki. YcioBusi mpoxoxkA€HHUs peakuuu ObUn
caenytommme: 96°C — 1 mun, nanee 25 mukioB (96°C — 10 cek, 50/55°C — 5 cek, 60°C — 4
MuH) Ha ammuinpukatope BioRad T100. beumm wucnonb3oBaHbl cTaHaapTHele M13
IpanMepsbl 151 JIONIOJTHUTEIIbHBIE OJINTOHYKJIEOTUBI F-5UTRad-
TTCTTCACACTAGGGCTGGT,; R-5UTRad-CGCATAATAGCACAACCAGC; F-ex4-
GTGGCAGTGGTAGTGGAAGT; F-7ex-ACGCCGCTCAGATGAAGCAA.

[TomyyeHHBIE TOCIEAOBATEIBHOCTH AHATU3UPOBAIH C UCIOIH30BAHUEM MPOTPAMM

Chromas Lite u BioEdit (Hall, 1999).

2.2.8 KotnuectBennas [P B peasibHOM BpemMeHHM /ISl Onpe/ie/ieHust

konuiinocT rena PPD-B1

[II[P ¢ nerexuuen B pe:KUME PEAIbHOTO BPEMEHH MPOBOJUIIM C IOMOIIBIO CUCTEMBI
Bio-Rad-iCycler iQ (CIIA) ¢ ucronp3oBanrneM KoMmMmepueckoro Habopa aerexinu SYBR

Green | (Cunton, Poccus). Peaknuio mpoBoawiu B o0beme 25 MKII, coaepxaiieMm 1X
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oydep ms TP, 100 mxmonas MgClz, 100 mxmons dNTPs, 0.1 ex. Tag-nmomumepassr, 0.25
MKMOJIb Kaxgoro mpaimepa, JIHK B konmentpamuu 5 ur/mxn u 1xSYBR Green 1.
AMIUTHUKAIAIO TTPOBOIWIN COTVIaCHO omucanHoi Metoauke [120], mo cuenyrommeit
nporpamme: npeaeHarypanus npu 95°C B teuenue 15 munyt, u nanee 40 uuxnos (95°C B
teueHue 15 cex, 60°C B Teuenue 60 cek). DayopeclHEHIIMI0O HWHTEPKATHUPYIOIIETO
kpacutens SYBR Green [ peructpupoBanu B KoHLe Kaxzaoro mukna 60°C.
KonuuecTBEHHYI0  OLIEHKY  QHaJIM3UPYEMOIO0 T€Ha MPOBOAWIA C  IOMOIIBIO
crienuanu3upoBadHoi mporpammbl BioRad 1Q5. JlanHbIe IO KOJIMYECTBEHHOM OIICHKE
aHAJIM3UPYEMOTr0 T€Ha MPEACTABIEHbl B OTHOCUTENbHBIX €AMHMIIAX, PACCUUTAHHBIX MPU
cpaBHeHHMH ¢ KonmuitHOCTRIO pedepercHoro reHa — CONSTANS, koTopelii nmpeacTaBieH B
F€HOME MSTKMX TEeKCAIUIOMIHBIX MIIEHUI] €IWHUYHON Komuen. [ns ammmuduxanuu
pedepeHcHOro reHa UCTIOJIb30BaJU npaiMepsl: CO2_Forw-
TGCTAACCGTGTGGCATCAC, CO2_Rev-GGTACATAGTGCTGCTGCATCTG
(oxumaemast nuHa ¢parmenta 120 m.H.). IIpaiiMepsl, UCIOJNB30BaHHbBIE AJI OLICHKU
KOIUIHOCTH re’La PPD-B1, AMEIU CIICTYIOIIYIO [MOCJIEIOBATEILHOCTD:
PpdB_CNV_Forw-GCGTAAGTTACTATCTCTCATGGTGTATC; PpdB_CNV_Rev-
TTTGTTTTAGTACCCAGTACCATACCAG (oxumaemas jymHa ¢parmenta 144 m.H.)
(Diaz et al., 2012).

Onenka xormitHocTu TeHa PPD-B1 npoBoaunace meronom 1o dopmyne 2AC(t) =

2C(t)(reH cpaBHeHus) - C(t)(reH nHrepeca) (EpMI/IHOBa u Jp., 2010)

2.2.9 Anaans mexxKonuitHoi odactu reaa PPD-B1

Jlnst ompeneneHuss Tuna MeXKonuidHOM obnactm rena PPD-Bl wucnonbs3zoBamm
MOCJIEIOBATEIILHOCTHU TIpaiiMepoB, onyoinkoBaHHbie paHee (Diaz et al., 2012), u cienys
ONMCAHHOM aBTOpOM MeToauKke. CTpyKTypa MEKKONMMMHON 00JIaCTH U CalThl CBSI3bIBAHUS

npaiitMepoB MPUBECHBI B IPHIIOKeHNHU 1.

2.2.10 buoundopmaTuyecknii aHaIU3 IPOMOTOPOB I'eHOB

ba3y nannbix PlantPAN 2.0 (Chow et al., 2016), coderaroryro B cebe HHPOPMAITUTO
takux 6a3 nanubeix, kak PLACE, JASPAR, TRANSFAC, CIS-BP u apyrux, ucnoiabs30Baiu

AJI1 BBISIBJICHUST BCPOATHBIX CalTOB CBSI3LIBAaHUS PErYJIATOPHBIX JJICMCHTOB. beumm
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IPOaHAJIU3UPOBaHbl 00JacTH NPOTsKEHHOCThI0 2000 IM.H. BBILIE cTapTa TPAHCKPUIILMH,
NEPBBIA UHTPOH U MEPBBIN SK30H reHOB. {715 BBISBIECHUS TPAHCKPUIIIMOHHBIX (aKTOPOB,
o0ImMX Ui TPyNI I'€HOB, WCHOJB30BAIM (PYHKLHIO aHAlW3a MHOXKECTBA NPOMOTOPOB
(multiple promoter analysis). Jlanee, TpaHCKpUIIIMOHHBIE (PAaKTOPBI, ACCOLIUMPOBAHHBIE C
BBISIBJICHHBIMU CaliTaMM CBSI3bIBAHUS, aHAIW3HPOBAIN JJISl BBISBICHHUS PETYJISATOPHBIX

9JICMCHTOB, CBA3aHHLIX C IICPCXOJ0M K IBCTCHHIO.

2.2.11 AHaTu3 KOJIUYeCTBEHHOI IKCIPECCHUU reHOB (pOTOoNeproia B TeUeHue

CYTOK

Ji1si M3y4eHusi 3KCIPECCUM T'€HOB, BOBJICUEHHBIX B OIPEJECIIEHUE BPEMEHU
KOJIOIIEHHUSI, OBLIIN B3STHI PACTEHUS PAHO MEPEXOISAIIETO K KOJIOIMICHUIO POJIUTEIHCKOTO
copra Sonora ¢ HEYYBCTBHTENBHBIM K  (otomepuony amwienem Ppd-Bla,
M03HO3alBeTaIONICH poauTeabckoil muaun OUJI2 u moutn u3oreHHsle uauu Ppd-m u
Ppd-w, mpencrasisiomiue coboit DUJI2 ¢ HEKOTOPHIME HHTPOTPECCUSAMHE OT COPTa SONOra,
B ToM uncie Ppd-Bla. Pacrenus BeipamuBany B TedeHUU 21 JHS MMOCIE MPOPACTAHUS B
cocyJax ¢ KepaM3UTOM B KOHTPOJIHPYEMBIX YCIOBHAX KIMMaTHYecKoi kamepsl «Rubarth
Apparatey (RUMED GmbH) B ycnoBusix kopotkoro nus (9 vacoB csera, 20° C).
Bepxymiku TucTheB ¢ TPEX pacTeHUI COOMPATH U MOMEIIAIN B KUAKUN a30T KaXKJIble TPU
yaca B TeueHHH 24 4acoB ¢ MoMeHTa BkiodeHus ceeta. PHK Beigensiin nadbopom «Plant
RNA MiniPrep» (Zymo Research) coriacuo uHcTpykiuu npousBoautess. JJHKa3nyro
00paboTKy ocymecTBisuin B mpouiecce BbiaeneHuss PHK ¢ ucnonb3oBanuem Habopa
«RNase-Free DNase set» (QIAGEN). KonmenTpamuio u kadecTBo BbyieieHHord PHK
omnpenensuin (ope3oM B arapo3HoMm rene u m3mepenuem Ha NanoDrop 2000 (Thermo
Scientific). M3 2 pg toramsHoit PHK B kauectBe matpuiiel cuHTe3upoBanun kJIHK ¢
nomotpto  «RevertAid First Strand cDNA Synthesis» (Thermo Scientific) ¢
ucnosib3oBanreM Oligo(dT)is B kauectBe mpaiimepoB. 2 pl 20-kpaTHOTO pa3BeCHUS
nonyueHHol k/[HK ucnone3oBanu nis nocieayrouero aHaiusa. B padore ucnonas3oBanu
npaiiMepbl K cienyromuM redam: TaFT-1 u PPD-Al, PPD-B1, PPD-D1 (Shaw et al.,
2012), VRN-1 (Shcherban et al., 2013), PHYA, PHYB u PHYC (Chen et al., 2014).
[MocnenoBatensHOoCcTH  mpaiimepoB g FHY3/FAR1:  F-TaFHY3/FAR1-5B-
GCAAACGTCATCAGGATACA U R-TaFHY3/FAR1-5B-
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CCTCTTCTCAGCTTTACTTGC. Ilpaiimepst k 18S rRNA reny (Beales et al., 2007)
VICTIOJIL30BAITH JUTsI HOpMHpPOBaHUs. [laHHBIe TI0 (IIYOPECHEHIINU TOTydald Ha pubope
Applied Biosystems 7500fast ¢ ucmomszoBannem SYBR Green | (Syntol) B kauectse
UHTEPKAMPYIOMETO KpacuTens. l3MmepeHus mNpoBOAWIM B TPEX TEXHUYECKUX
HOBTOPHOCTSIX. [IpOAYKTBI peakiluk MPOBEPSIIN, AHATU3UPYS KPUBYIO IUIABJICHUS H
anektpoopesom B 2% arapo3sHoMm reie. OTHOCHUTENBbHBIA YpPOBEHb SKCIPECCUU
paccunteiBayin 1o wmeroxay (Pfaffl, 2001). DddextuBHOCTS peakmmii ompenensum c

ucnosbp3oBanueM nporpammel LinReg (Ramakers et al., 2003).

2.2.12 CtaTHCTHYECKHIT AHAJIN3

[Ipu cpaBHEHMH YPOBHEH SKCIPECCHH HCIOIL30BAIM IUCICPCHOHHBIN aHAIN3
ANOVA (Microsoft Excel) ¢ mocnenyromum tectom Tukey. Koppemsiuu wmexmy
naTTepHaMM DKCIPECCHU PACCUMTBHIBAIN C HUCIOJIb30BaHHEeM Kodddummenta Ilupcona

(P=0.001).

2.2.13 Boineaenue JJHK pacrennii momyasiuun RICL ot ckpemuBanus CS x
CS-5Bdic

JAHK Bbigensin MeTooM C HCMOJb30BaHUEM mupocyibdura HaTpus. K cBexeit
tkanu jucta (100 — 150 mr) modasnsumm 200 Mk skcTpakironHoro Oydepa (0.1 M Tris,
0.5 M NaCl, 0.05 M EDTA, 0.38 % NaHSOs3, 1.25 % SDS) u romoreHu3upoBaiu Ha
npubope MP FastPrep-24 (MP Biomedicals). 3arem nobGaBnsiim emé 500 Mxi
9KCTpakIMOHHOT0 Oydepa (+60 °C), mepememnBanu u uHKyoupoBanu 30 MuHyT ripu +60°
C. Ho6asmsau 700 Mk cmecu xiopodopm/usoamunossiii ciimupT (24:1 vol:vol). Tlocne
neHrpudyruposanus (15 mun, 12000 rpm, Eppendorf 5415 R), cynepHaTaHT nepeHOCHIH
B HOBBbIE TIpoOupkH, 1o6aBisin 1.4 ma 96 % xomnoguoro (—20 °C) stunmoBoro crnupra u
nepememuBany. [locne nenrpudyruposanus (15 mun, 12000 rpm) cynepHaTaHT CauBaIn
n ocanok IHK npomeiBanu 70 % 3TaHOIOM, BBICYIIMBAIN U pECYCIEHAUPOBAIH B 50 MK
TE Gydepa.

Ounctky JAHK nns SNP-reHoTHnUpoBaHHS OCYHIECTBIISZIM C MCIHOJB30BAHUEM

nabopa “Bio-Silica kit for DNA purification from reaction mixtures” ciaemyst IpOTOKOIY
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npousBoutens. M3mepenune konuentpaunu JHK ocymectsusium na nmpubope NanoDrop

M2000 (Thermo Scientific).

2.2.14 SNP-renoTHnupoBaHue

Ha matepuane copra CS, muaum copra CS ¢ 3amemennoit xpomocomoii 5B (CS-
5Bdic), 116 RICL, nmonyuennbix ot ux ckpemmBanus, DT5BL u NSBT5D mposoaunu
reHoTUIHpoBaHue ¢ ucronb3oBanueM lllumina Infinium 15 k Wheat platform B komnanuu
TraitGenetics GmbH (TraitGenetics). Bcero Obuto npoanamusupoBano 13007 JI0KycoOB.
DT5BL u N5BT5D Obu1n BKIIFOYEHBI B JIAHHBIA aHAIWA3 IS JaJIbHEHUIIEH JIOKAIU3AIluNA

MapkepoB Ha KopoTkoM (5SBS) wim mymmarOM (SBL) mmede xpomocomer S5B.

2.2.15 Cxpununr nonyasauuu RICL ¢ npaiimepamu, cnneninpuUHBIMH K TeHY

VRN-B1

Jis  CKpUHWHTa  PEKOMOWHAHTHBIX  HMHOPEIHBIX  XPOMOCOMHBIX  JIMHHIA,
UCIIOJIL30BAITH MpaiMepsbl, crienuuaHbIe Uit amiens 1. aestivum copra Chinese Spring u
T. dicoccoides nuanu CS-5Bdic. TlocnenoBatensHOCTH NpsiMbIx mipaiimepos dicCSintr5
(5'-CCTTGCATACCTGAACCG-3") u CSintr5 (5-ACCTTGCATACCTGAACCA-3)
ObUIM CKOHCTPYUPOBAHBI TAKMUM 00pa30M, YTOOBI MOCIIETHUN HYKJIEOTHA Ha 3’ KOHIE ObLI
cnerupuyed SNP B msitom mnTpoHe reHa VRN-B1l. Dtu mpaiimepbl ucronb3oBaii B
KOMOWHAIIHH c o0IIM oOpaTHBIM npaitMepom Ex8/7 (5-
GCCCTTCAGCCGTTGATGGGCTA-3) (Kiseleva et al., 2016). Ammiudukanuio
OCYIIECTBIISUTM TI0 MPOTOKOJYy TOuChdown ¢ mocTeneHHbIM MOHMKEHUEM TEMIepaTyphI
omxura npaiimepos Ha 0.5 °C/iuki ot 62 °C 1o 56 °C. [1apa mpaiimepos CSintr5 // Ex8/7
nasainia npoaykT 700 m.H. B ciyyae ayutenst CS u He aMmmnuupoBaiach B ciaydae ajjens
T. dicoccoides. I nao6opot, mapa npaiimepos dicCSintr5 // Ex8/7 naama npoaykt 700
n.H. B choyyae amienas 1. dicoccoides. DToT mOIXOJ IMO3BOJISCT BBIABIATH U

reTCPO3UTOTHBIC AJIJICIIN.
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2.2.16 Pa3paboTKa reHeTHYECKOH KapThl

[eHeTHYeCcKyl0 KapTy XpoOMOCOMBI 5B KOHCTpyHpOBaJIM C HCIOJIB30BaHHEM
nporpammbel - MultiPoint Bepcust «UltraDense» (Ronin et al., 2013). Mapkepsl ¢
KOJIMYECTBOM TIPOITYCKOB OOJblIe 8§ W MapKepbl CO 3HAYUTEIBHBIM HapyIICHUEM
cerperaiun (¥2 > 21) ynmansmu. Koaddunumentsr npuopurera BbICTaBsum 0.9 mis
nporryckoB u 0.1 i cerperanuu, MOCKOJIBKY OKUAAIH MOJTYYHTh TOJBKO OJHY TPYIITY
cueruieHus. MUHUMaIbHBIA pa3Mep TpPYINN KOCErPErupyIolUX MapKepoB Obul 2.
Kocerperupyromumu Ha3bIBAIOT MapKephl, pPACIOJaralolIuecss B OJHOW TO3HIIHH.
VopsI0YrBaHUe CKEJICTHBIX MapKEepOB OCYIIECTBISUIA C UCIIOJIB30BAaHHEM allrOpUTMa
cTpaTeruu HampaieHHOU 3Boroiuu (guided evolutionary strategy, GES) (Ronin et al.,
2010) ¢ mocaenyromuMu 10 TOBTOPHBIMH BbIOOpPKaMH METOJOM CKJIQJHOTO HOXKa
(Jackknife). Jlns mnonyueHuss CTaOMIBHOW KapThl MapKepbl, JICCTaOMIU3HUPYIOIINE
COCEJIHUE JIOKYCHI, I MapKepbl, HAPYIIAIOIIHEe MOHOTOHHOCTh PEKOMOHMHAIIMH, YIaJIsUIH.
[ToJ MOHOTOHHOCTBIO TTOHUMAFOT TIOCJICIOBATEIFHOE H3MEHEHHE YaCTOT PEKOMOMHAITUH
(recombination fraction, rf) mexxny cocemaumMu Mapkepamu. 3aTeM, OJIMHOYHBIC MaPKEPHI
JN00aBISUIM B KapTy C HUCIOJIb30BaHHEM (YHKIUU «PACHIMPEHUE TPYIIBI CICTUICHUS
(extending linkage group)» ¢ mocienoBaTeIbHBIM HM3MEHCHHEM KO3 QHIIMEeHTa
yBenuuenust ot 1.0 go 1.4. IlocnenoBaTenbHOCT, MapKEpOB MPOBEPSUIM HA HAPYIIECHUE
MOHOTOHHOCTH M YBEJIHMYCHHE pa3Mepa KapThl. Mapkepbl, KOTOpbIE HE BOIUIA B
CTa0WIBHYIO KapTy, HO COOTBETCTBOBAIM KAKOMY-THOO OIPEICIICHHOMY HHTEpPBAIY,
obo3Hauanu Kak «mnpukperuieHHsle (attached)». IlociemoBaTenbHOCTH MapKepOB,
TIOJTyYCHHAS B pe3y/IbTaTe KapTHPOBaHUS ¢ ucrosibzoBanuemM MultiPoint u renetndeckue
pacCTOSIHUST MEXIY MapKepaMH, BBIUYMCICHHBIE C HCIOJIb30BAaHHEM KapTHUPYIOIICH
¢ynkunn Kocambu, npuBeneHs! B MpuiokeHUU 3. Busyanusanus reHeTH4ecKond KapThl
OCYIIIECTBIICHA C HCIOJib30BaHKeM mporpammbl MapChart 2.3 (Voorrips, 2002). s
CpaBHEHUS IMOJIYUCHHOM KapThl C paHee pa3pabOTaHHBIMU OMYOJIMKOBAHHBIMH KapTaMu

ucnosb3oBanu nporpammy BioMercator V4.2 (Sosnowski et al., 2012)
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2.2.17 QTL-ananu3 (BbisiBJIeHHE JIOKYCOB KOJTUY€CTBEHHbBIX MPU3HAKOB)

BPEMCHU KOJOIICHUA

PexomOnHaHTHBIE MHOpPEIHBIE XPOMOCOMHBIE JTMHUU OT ckpermmBanus CS x CS-
5Bdic BeipamuBaii B pa3u4HbIX ycioBusx B 2014 u 2015 romax: sspoBH3MPOBAHHBIC H
HESIPOBU3UPOBAHHbBIC PACTEHUS BbIpaliuBaiu B rujpononHoi rtemmie Uul" CO PAH.
['enernueckas kapra xpoMocoMbl 5B Obuta MoguduuupoBaHa TakuM o0pa3oM, 4TOOBI
paccTosiHuS MeXay Mapkepamu Obimu 2 — 4 cM. Jlns QTL anmanm3a wmcmosib3oBaiiv
nporpammy MultiQTL (Korol et al., 2009), ¢ ucnonas3oBaHreM KOTOPOH OCYIIECTBIISIIN
MHTEPBAJIbHOE KAapTUPOBEAHHE IO OJHOMY Mpu3HaKy. /s BBIYUCIEHHS MOPOTOBOTO
ypoBHsa LOD, mpoBoaunu 1000 mepmyraruii ¢ ucrnonb3oBanuem omuuu “Comparing
Hypotheses H1—HO0” (cpaBHeHue rumores). [[is OLIEHKM CTaHIApPTHBIX OTKJIOHEHUH

I'IaBHBIX ITapaMETPOB, ITPUMCHAIN 6YTCTp31'I'aHaJ'II/I?>.

2.2.18 BoisiBjIeHHE T€HOB — KAHAHIATOB, ONMPeAeISIIOIUX PA3JIHIHUS M0

BPEMECHH KOJOIICHUA

Jns omnpeneneHuss T€HOB — KaHIWJATOB, ACCOLMUPOBAHHBIX C PA3IHUUSIMHU IO
BpEMEHH KoJolIeHusl, nocienoBareiabHocTd SNP MapkepoB (mmociie1oBaTeIbHOCTH B3SIThI
u3 0a3bl maHHBIX The Triticaceae Toolbox u3 o6mactu QTL OblIM MpoaHAIM3UPOBAHBI C
ucnonp3oBanuem  Gramene  BLASTN  oTHocuTenbHO — mocienoBaTelbHOCTEN
opaxunonmuyma (Brachypodium distachyon), puca (Oryza sativa (Indica)), samens
(Hordeum vulgare), mmenunsr ypapty (Triticum urartu), msrkoi mmenunsr (Triticum
aestivum), srumorca Tayma (Aegilops tauschii). ITomydeHHble pe3yabTaThl OBLIH
CYMMHPOBaHbl ¥ aHHOTHUPOBAHBI C WCIOJb30BaHUWe Oa3pl naHHbIX UniProt. SNP,
Jokanu3oBaHHble B o0nactu QTL, U reHsl, acCOUMUPOBAHHBIE C HUMHU, TIPEJICTABICHBI B
npwioxkeHnn 4. B 3Toil Tabiauiie MOKHO HAWTH TakKe aHHOTAIIUIO CEMEWCTBa/IOMEHOB

JIAHHBIX T€HOB HAa OcHOoBaHMu maHHbIX InterPro (https://www.ebi.ac.uk/interpro/). 3atem

OblL1a mpoaHajinu3npoBaHa BCPOATHOCTb BOBJICUCHUS HOAaHHBIX TCHOB B MCXAaHHU3MBbI,

OTIPEICTISAIONINE BPEMS IIBETCHUS.


https://www.ebi.ac.uk/interpro/
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I'naBa 3. Pe3yabTathbl

3.1 OIIeHKa AJNJICJIIBHOI0 COCTOSTHUA M3BECTHBLIX I'CHOB, aCCOIIMUPOBAHHBIX C

BpeMeHeM Kosomenus, y NILS u ux poaurenbckux JUHUA

3.1.1 Anuenu renoB VRN-1 y aHainu3upyemMbIX U30Te€HHBIX JIHHUI

OniHOM 13 MPUYKMH pa3Indus JUHUAHN 10 BpeMeHH KoJjorienus (puc. 13) Moriu ObITh
reabl VRN-1, nokanu3oBaHHBIC Ha xpoMocomax SA, 5B u 5D, coorBercTBenHo (Law et
al., 1976; Galiba et al.,, 1995; Dubcovsky et al.,, 1998). Bbeuiun wuCIONIB30BaHBI
OIyOJIMKOBaHHbIE Te€H-CHEIU(PUIHbIE MapKephl, YQ(DEKTUBHBIC AJIsi BBISBICHUS ajuienei
reroB VRN-1 (Yanetal., 2004; Fu et al., 2005). Kak cieayet u3 puc. 14, Bce poAUTEIbCKHE
TCHOTHITBI HECYT OJTHU M T€ JKe ToMHHaHTHBIC ayutenu Vrn-Al (965 m.H. u 876 m.H.) u Vrn-
Bl (709 n.n.). OgHako, MBI TOKa3aj, 4YTO SOnora OTIWYAETCA OT PEIUNHUEHTHOTO
ponutenst ®UJI2 npucyrcrBuem nomunantHoro amiens Vrn-D1. Jluauu Ppd-m u Ppd-0™,
Ppd-w u Ppd-0" ynacienoBanu qomuHaHTHBIN ayiens Vin-D1 ot copta Sonora (puc. 14).
TakuMm 00pa3oM, MEKy CECTPHHCKUMU JIMHUSIMH HE BBISBJICHO TOJUMOpP(HU3Ma 10 TeHaM

VRN-1.

Vin-D1

vrn-D1

Puc. 14. Dnexrpodoperpamma mpoAykToB ajuienb-crenupuyanoi [P nns BbisiBneHus
amteneti renoB Vrn-Al, Vin-B1 u Vrn-D1 y poautenbckux TeHOTHIIOB U TIOUTH H30T€HHBIX
JUHUN 0T uX ckpemuBanus. Amnenu: Vin-4/a — 965 u 876; Vrn-B1 —709; Vrn-D1 — 1200;
vrn-D1 — 1140 n.1. M o0o3Ha4aeT Mapkep JIUHBIL.
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3.1.2 Auaau3 aJL1eJdLbHOro cocrasa renos PPD-1

[Toutn w3oreHusie yuauu (Ppd-m, Ppd-w), ux «pemeccuBHbie» cubbl (Ppd-0™,
Ppd-0") u poautenbckue dopmer (Sonora u OUJI2) ObuM MpOAHATHU3UPOBAHBI C
UCTIOJh30BAHUEM TEH-CHEIU(PUUHBIX MPAaiMEPOB K M3BECTHBIM MOCIEIOBATEIBHOCTSIM
ayutenelt reHoB cemeiicTBa PPD-1, onpenensromux He4yBCTBUTEIBHOCTD K (pOoTOIIEpHOIY,
U, TaKUM 00pa3om, Bpemst koomeHus (puc. 10).

Metogom IIIIP ¢ wucnosnb3oBaHUEM TeH-CIEHU(PUUYHBIX TpaiiMepoB  OBLIO
YCTaHOBJICHO, YTO BCE HCCICAYyeMble 0Opasllbl HE COJCPIKAT OINyOJMKOBAHHBIC paHEe
amenn  Ppd-Dla, Ppd-Ala w Ppd-Bla, mis xoTophix XapakTepHbl MyTaludd B

poMoTopHoii obsactu (puc. 15).

Ppd-Dl1.a.1

Ppd-Al.a.2

Ppd-Al.a.3

Ppd-Al.a. 1

Ppd-Bl.a.1 i - 3 )

Puc. 15. Dnexrpodoperpammer mpoaykroB I[P Ha marepuane JIHK moutn n3oreHHBIX
JUHUN ¢ TpaiiMepaMu K W3BeCTHBIM aiiensMm reHoB PPD-1, ompenensrommx ciabyro
(G oTONEepUOUYECKYIO UYBCTBUTEIHHOCTE. M 0003HaUaeT MapKep JJTUHBI.
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3.2 SSR TCHOTUIMUPOBAHUE NJIHA OIIPEACJICHHUA JIOKYCa, ACCONUUPOBAHHOIO CO

BpemMeHeM kojomeHus y NILS

[TockonbKy OBLIO YCTAaHOBJICHO, YTO pPAa3HMIIA IO BPEMEHH KOJIOMICHHS IOYTH
W30TEHHBIX JUHUA W WX poauTenbckux ¢opm Sonora u OUJI2 He oOBsIcHAETCS
MpUCyTCTBUEM AoMHHAHTHBIX ayutene reHoB VRN-1 m PPD-1, 6p11 mpoBemen SSR-
aHaJIU3 I BBISIBJIICHHUS JIOKyCa, JCTEPMUHHUPYIOIIETO pa3Indusl JIMHUK 0 BPEMEHU
KOJIOIIICHHUSI.

bein nmpoananusupoBan momumoppuzMm 239 SSR-mapkepoB, KapTHPOBAaHHBIX Ha
xpomocomax A, B u D renoma (Song et al., 2005). 13 ux uucna ObuTo BBISBICHO 85
nHpopMaTUBHBIX SSR-MapkepoB, MOMMMOP(PHBIX MEXIY POAUTEIHCKUMH T'€HOTHIIAMHU
(®YJI 2 u Sonora). Tak kak SSR-mapkepsl, pazpaboranubie panee (Song et al., 2005;
Roder et al., 1998), koHconuaupoBaHbl Ha ¢IMHON reHeTHdYeckoi kapre (Song et al., 2005)
Y OXBATBIBAIOT MPAKTHYECKH BECh TCHOM, MOKHO OBLIO BBISIBUTH 00JIACTH HA XPOMOCOMAaX
JUTSL KXKJI0M M30T€HHOM JIMHUM, CPABHUB JTAHHBIC TEHOTUITUPOBAHUS JIMHUN MEXKTY COO0M

U pelUIUeHTHBIM poauTteieM OUJI2 (puc. 16, 17).
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Puc. 16. 'eHOTHUTIBI CECTPUHCKUX MOYTH M30TeHHBIX NuHUA Ppd-m u Ppd-0™ ¢ uaTpOrpeccupoBanHbIMU ajutensiMu copta Sonora (Oemnblii
I[BET) B TCHETUYECKYIO cpeny peuunueHTHoro poauteas ®UJI2 (cepsiii iBet). [Ipoananu3upoBaHHbIE MUKPOCATEILIMTHBIC JIOKYCHI o (Roder
et al., 1998; Ganal & Roder, 2007) yka3zans! mudpamu. Mukpocatemuiutel «Xbarc» ykaszansl mo (Song et al., 2005), «Xgpw» o (Carollo et
al., 2005).
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Puc. 17. I'eHOTUIIBI CECTPUHCKUX MOYTH M30TeHHBIX JTHMHUN Ppd-w u Ppd-0" ¢ unTporpeccupoBanHbIMU ajutensiMu copta Sonora (Oenblit
I[BET) B FTCHETUYCCKYIO Cpeny perunueHTHoro poautesst DYJI2 (cepsiit 1iBet). [Ipoanann3npoBaHHbIC MUKpOCATEIUTUTHBIC JIOKYChI 1o (Roder
et al., 1998; Ganal & Rdder, 2007) ykazansl nuppamu. MukpocaTemutbl «Xbarc» ykasansl o (Song et al., 2005), «Xgpw» mo (Carollo et
al., 2005).



Yucno uHOOPMATUBHBIX MAapKEpPOB, BBIABICHHBIX I KaXIOW U3 XPOMOCOM,
Bapeupyet ot 2 1o 13. /Iy AByX map CeCTPUHCKHX IMOYTH W30TeHHBIX JinHui Ppd-m, Ppd-
0™ u Ppd-w, Ppd-0%, moay4eHHBIX OT CKpELIMBaHMs PEHUITUEHTHOro poautenss OUJI2 u
paHO TEPEeXOIIIer0 K KOJIOMIEHUIO copTa Sonora, Oblia BBISBIEHA WHTPOTPECCHUS
dbparmenTa xpomocoMmbl 2B OT copra Sonora, a Takxke OOHapyXeHbl HHTPOTPECCHU
¢parmentoB 4DS, S5AS, 5BL, 5DS, 6DL. Ilpaktuuecku Bce HMHTPOTPECCHH, 3a
UCKJTIOYEHUEM XPOMOCOMEI 2B, MpUCYTCTBYIOT MapalljiebHO KaK Y HEUyBCTBUTEIBHBIX K
doronepuony nmuuuii Ppd-m, Ppd-w, Tak 1 y ux ¢porouyBCTBUTEIbHBIX cHOCOB Ppd-0™ 1
Ppd-0" cootBetrcTBeHHO (prc. 16, 17).

Pe3synbpTatel SSR-TeHOTUNIUPOBAaHUS TOKA3aIM, YTO Hanbojiee BEeposTHAs MPUYMHA
paznuuHoit DIIY cectpunckux NILs — yHacnenoBaHHbIE OT copTa-IoHOpa (parMeHThI
xpoMocoMmbl 2B, mpenanonoxurenbHo Hecymue Ppd-Bla. I[Tomumo 3TUX MHTporpeccui
ObUT BBISBIICH OJWH CIy4ail aCHMMETPUYHOTO HACJICJIOBAHUS POJUTENBCKHUX ajuleiei B
nape cectpuackux NILs: pparment SAL y muaun Ppd-0%.

CornacHo OJy4E€HHBIM pe3yJibTaTaM, paHHee KoJomenue Tuaui Ppd-m u Ppd-w no
CPaBHEHUIO C UX PELECCUBHBIMU CECTPUHCKUMH JIMHUSMH, OOBSCHSICTCS WHTPOTPECCHEN

OT JOHOpa Sonora 001ero XpoMOCOMHOTO cerMeHTa 2B.

3.3 XapaKTepHCTHKA JIOKYCA, TOKAJTU30BAHHOI0 HA KOPOTKOM ILjIeye
XpPOMOCOMbI 2B H accOMMPOBAHHOTO CO BpeMeHeM KOJIOIIEeHHs OYTH H30Te€HHBIX

JUHAH

Hccnegyemple  TWHUM ~ OBUTM  TEHOTHUIIMPOBAHBI  C  HCIOJH30BAHHEM
penpe3eHTaTUBHOTO KoinyecTBa SSR-MapkepoB M OBIJIO YCTaHOBJIEHO, YTO ATH Iaphl
W30TCHHBIX JIMHWA WMMEIOT TPAKTHYECKH WJICHTHYHBIA TEHOM, 3a HCKIIOYCHHEM
xpomocombl 2B. Xors ObBUIO YCTaHOBJEHO, 4YTO JMHUM W SONOra He cojaepxar
HEUYBCTBUTEIBHOTO K (poTonepuoay amiens Ppd-Bla, accoruupoBanHOro ¢ MHCEpHHUEH
308 m.H. B mpoMOTepHON 001acTH, OBUIO CHAEIAHO MPEANOIOKEHUE, YTO APYToil ajienb

Ppd-Bla moxxeT ObITh MPUUUHON PAHHETO KOJIOIICHUSI.
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3.3.1 Anajau3 nocJjie0BaTeIbHOCTEll HEYYBCTBUTEIBHOIO K (DOTONEPUOTY

a/utens Ppd-Bla

Jnst u3ydeHuss BO3MOXKHOTO TMOIUMOpPGU3Ma, AMIUTUKOHBI, IEePEKPBIBAIOIINE
MOCJIEI0BATENILHOCTD T'€Ha U €ro MPOMOTOPHYIO 00J1aCTh, OBLIIM BCTABIICHBI B BEKTOP PAL-
TA ¢ nocnenyromieir tpancdopmarmeir E.COli, u oTaenbHbIe KOJOHUH, COJEpIKAIIUC
OTJIeJIbHBIE KOIIMHU, OBUIM CEKBEHUPOBAHBI U IPOAHATU3UPOBAHBI.

PesynbraTe! mpeacraBiensl Ha puc. 18. Kaxmas u3 nccineayeMpix TUHUA OTIHYANIACh
OJIHOHYKJICOTUJHOW  Jenernueii B  mpomMoTopHOM obmactu  (-2373 1m.H.) oOT
HEYyBCTBUTEIBHOTO K (oTonepuony amwtens Ppd-Bla coproB Sonora64, Timstein, C591
u Renan. Jlpyras onaHonykieoTugHas 3ameHa (-630 m.H.) mo3BoOJIsUIa pa3idyaTh
YYBCTBHUTEIIBHBIC M HEUYBCTBUTEIBHBIC K ()OTOIEPHOY JTMHUU MEXTy co0oit. Tak, Ppd-m
u Ppd-w xapakrepuzoBaiuck HykieotuaoM “C” B TaHHOW MO3UIIMH, & UX CECTPUHCKHE
auaud - “G”. [anneiii SNP (“G”) Obu1 paHee 0OHApYKEH y TaKUX UYBCTBUTEIBHBIX K
doronepuony coproB, kak Recital, Paragon m Winter-Abukumawase, HO HuKakoi
accoIMalMi ¢ YyBCTBUTEIILHOCTBIO K (oTomepuoay BeisiBiieHO He Oblio (Beales et al.,
2007; Diaz et al., 2012). MuTepecHo 3aMeTHTh, uTO ayieas Ppd-Bla poaureabckoro copra
Sonora u ocTankHBIX TETpa- U TeKca- MIIOUIHBIX MIISHUI] HeceT HykineoTu “C” B JaHHOU
no3uuu. B Tperbem sk30He (+546 m.H.) Obul oOHapyxkeH SNP, ornuuarommit
UCCIEAYEMbIN alljieb OT APYroro ajielis C yBEIMYEHHBIM YHCIOM KOMUHM, XapaKTEpHOTO

aist copra Chinese Spring.

-2373 -6 546

@
=
=

(DQ885757.1) L - &
Sonoract - = -—-—a—-—-——_—.—]
(TF946486.1) L . e
Winter- 2 —_ G i G 3
Abukumawase S i S  —  —
(AB646974.1) A G i G
PSL2 ~ S - - - -
Ppd-m A ——
A G i
Ppd-om --ﬁ—-—-——-u-
Pp dew A C : =Gl
Pp d-0w A G : E€]
A C i G
Sonora O H——

Puc. 18. Cxema rena PPD-B1 ¢ o003HaueHreM xapakTepHbIX ocoOeHHocTel. PaccTosiHus
IpEeJCTaBIEHb! B IL.H. OT TSS (TOYKM cTapTa TpaHCKpUIILUH). YepHble MPSIMOYTOJIbHUKU
0003HaYaIOT HK30HBI. T-00pa3HbIil 2JIeMEHT 0003HaYaeT nHCepunio. bykBamu 0603HaueHBI
SNP.
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Takum o0pa3om, BBISBICHBI MHceplus/Aenenus u Heckonbko SNP, mo3Bossronimx

OTJIMYaTh U3ydaeMbli ayiens Ppd-Bla ot Apyrux qTOMUHAHTHBIX aJlICIICH.

3.3.2 U3mepenue konuiinocTu rena PPD-B1 n anaau3 meskkonuiiHoro paioxa

Diaz c coaBropamu (Diaz et al., 2012) noka3anu, 4To 4yBCTBUTEIBLHOCTb K ITTUHE JHS
MOET ObITh 00YCIIOBJICHA HE TOJIBKO HYKJICOTHAHBIM MoaumMopdusmom rena PPD-B1, Ho
U U3MEHeHueM uucia konuid rera. Copra ¢ yBeIU4YEeHHBIM 4nciaoM Konuil reHa PPD-B1
XapaKTepU3yroTcs c1aboil YyBCTBUTENBHOCTHIO K (POTONEPHOY, B TO BpEMs Kak copTa ¢
MEHBILIUM YUCIIOM KOIUI TaHHOTO T€Ha YyBCTBUTEIBHBI K JUIMHE IHA. Y BEIMUEHUE YUCIIa
KONUM TeHa BJEeYeT 3a CO0OM W3MEHEHUE OHKCIPECCHH, BIMSIS TEM CaMblM Ha

YYBCTBUTCIIBHOCTD K (bOTonepnoz[y 1 BBI3bBIBAs PaHHEC KOJIOIICHUC.

C nomomipio merozaa II1[P B peanbHOM BpeMeHH Oblia MpoOBEAEHA OIIEHKA CTEICHU

pazimuus uncina konuit rena PPD-B1 B uccinenyembix muausx (puc. 19).

-

3_,5 L3 = = =

Ppd-m Ppd-0Om Ppd-w Ppd-Ow Sonora oYz

A
Puc. 19. Ouenka konuitHocTu reHa PPD-Bl y uccnenyembix nunuit Mmeronom IILP B

pealbHOM BpeMeHH ¢ ucrnonb3oBanuem SYBR Green |.

[Tomy4yeHHble pe3yabTaThl COTJIACYIOTCS C JIAHHBIMH, ONMYOJIMKOBAaHHBIMH paHee
(Diaz et al., 2012). JIuaun, HewyBcTBUTENbHBIE K AyuHe AHS (Ppd-m u Ppd-w) conmepxat
JIOCTOBEPHO OOJIbIIIEE YHUCTIO KOMUN TeHa OTHOCUTEIIEHO YYBCTBUTEIBHOTO K JJIMHE JHS
poautenbckoro copra (OUJI2). YUyscrButenbHbie K (oTorepuoay auauu Ppd-0M u Ppd-

0% comepxat cronbko xe konuii reHa PPD-B1, yto u ®YJI2 (puc. 19). MoxHo cienaTth
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BBIBOJ[ O TOM, YTO HCUYBCTBUTCIILHBIC K JJJIMHC THA JIMHUU COLACPIKAT JOCTOBCPHO OoJIbIIICE

yuciio konuit reda PPD-B1.

B xome skcnepumentoB Kiss et al. (Kiss et al., 2014) Obuto ycTaHOBIJIEHO, YTO
denorunnueckuii 3pdext, cBazanublil ¢ tokycom PPD-B1, accounnpoBan He TOIBKO C
YUCJIOM KOMUU T'€Ha, HO U C TUIIOM MEXKOIMUHOM CTPYKTYPhI U UX B3aUMOJIeicTBUEM. B
MOJIEBBIX YCJIOBHSIX ObLIO MOKA3aHO, YTO THUI MEXKOMUMHONU CTPYKTYPHI BIUSET HA BPEMs
[BETEHUs1 B OOJbIIEH CTENEHW, YeM 4YHUCIO Komuii reHa. Tak, pacTeHHs C TUIIOM
MEKKOITUHHON 00J1acTH Kak y copta Sonora 64, Timstein, C591 3anBeTanu paHblie, 4eM
pacTeHusi ¢ THIIOM MEXKOMUIHOW o0yacTu kKak y coprta Recital HezaBucumo ot umcna
KOIUMA. DTH Pe3yJIbTaThl XOPOIIIO COTJIACYIOTCS C JAaHHBIMU, TOJIYYCHHBIMU Ha MaTepuale
JWHHAN copTa Paragon ¢ uHTporpeccusMu pa3ndHbIX aeneid Ppd-Bl, BeipaiieHHBIX B
ycinoBusax kopotkoro mHs (Diaz et al., 2012), ¢ Tol nuip pa3HHUIEH, YTO B YCIOBHUAX
noJieBoro skcnepumenTa 3 dekt amens kak y copra Chinese Spring Ob11 60s1ee 61130k
K 3¢ dexty amens copra Sonora, YTO 03HAYAET 3HAUUTEIHHO Oo0Jiee paHHEE 1IBETCHHUE.

Jlns1 onipeneneHus TUIIa MEKKOTMITHOM mociieIoBaTebHOCTH Oblia ipoBeaeHa [T1[P
¢ mpaiimMepamu, crnenuUIHBIMUA JJIs THIA MEXKONHUiTHOW oOnacTu copra Sonora 64.
[ToxazaHo, 4TO JUIsl UCCIIEyEMbIX CIa004yBCTBUTEIBHBIX K oTonepuony qunuidi Ppd-m,
Ppd-w u copra Sonora xapaKTepHO HaJMYHE JTAHHOTO MEKKOIMUHHOrO paioHa,

XapakTepHOoro Juist coptoB Sonora 64, Timstein u C591 (puc. 20).

« 3 o
Q&d\ 6’0 6,@‘ d 6’0 (\o( \X‘\'L

223 bp

Puc. 20. Dnexrpodoperpamma mnpoaykroB I[II[P, momydeHHBIX € HCIOJIB30BAaHUEM
npaiiMepoB K MEXKOMHHOMY paiiony reHa PPD-B1, xapaktepnomy it copToB Sonora
64, Timstein, C591 na mMaTepualie MOYTH M30TCHHBIX JHHUN M UX POAUTEILCKUX (HOpM,
OTJIMYAIOIINXCSA 110 YYBCTBUTEIBHOCTU K (POTONIEPUOAY.

[Tockonbky moutu u3oreHHbie nuHMKA Ppd-m m Ppd-w ¢ mHTporpeccupoBaHHBIM

HEUYyBCTBUTEIBHBIM K oTornepuoay amienem Ppd-Bla BeikonanmBanich b HEMHOTO
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Mo3Ke JIMHUM C HHTporpeccHpoBaHHbIM amieneM Ppd-Dla, Obuto  caemaHo
MIPEIITOJIOKEHIE, YTO HEUYBCTBUTENNbHBIE K (poToneprnoay manu Ppd-m u Ppd-w, xots n
cogepkar Oousbmiee uucio komuid reHa PPD-Bl, Ho Takke MOTryT OTIMYaThCS

HYKJIEOTUIHBIM MTOJIUMOP(PU3MOM OJTHOM U3 KOIUM 3TOrO I'eHa.

[IpuarMas BO BHHUMaHHE pe3yJbTaThl IMPOBEJACHHOTO B JaHHOW pabore
CEeKBEHUpOBaHUA moclenoBarenbHocteit renoB PPD-1, moxHO cka3zath, 4TO paHOo
nepexosinne K KOJOMICHHIO JIMHUU coaepxaT Ppd-Bla amiens ¢ yBeIMUCHHBIM YHCIOM
KOMMA M MEXKONMUUHOW 00JIacThi0 Kak y copToB Sonora 64, Timstein m C591, Ho
U3y4aeMbli alljieNib OTJIMYaeTcsi OT auiens coproB Sonora 64, Timstein u C591
OJTHOHYKJICOTHUHOM JeNnelnueii B MpOMOTOpHOU oOmactu. Hukakux paznmuuuil MexIy

KOITMSIMH BBISIBJICHO HE OBLIO.

3.3.3 buonndgopmaTuyeckuii aHaJIu3 NpoMoTOpoB renos PPD-1

[To nuTepaTypHBIM JaHHBIM M3BECTHO, 4TO I amens Ppd-Bla ¢ yBenuueHHBIM
YHCIIOM KOMHI XapakTepHo ycwienue skcrnpeccun (Diaz et al., 2012). lng uzyuenus
MEXaHM3MOB, JIeXKAIIMX B OCHOBE M3MEHEHHUS HKCIPECCHMMHM JAHHOTO ajiens Obll
npoBefieH OuomHpopmarnueckuii aHanu3. Jls BBISABICHUS BEpPOSTHBIX (HAKTOPOB,
BOBJICUEHHBIX B crneuuduunyto perymauuio PPD-Bl, mo ne PPD-Al u PPD-D1,
MIPOMOTOPHBIE 00JIACTU JAHHBIX T'€HOB OBLIM M30JUPOBAaHBI i BbisiBieHus (1) caiiToB
CBSI3BIBAHUS TpaHCKpUNIIMOHHBIX (akTopos (TFBSs, Transcription Factor Binding Sites)
oOuux s Becex reHoB PPD-1 u (2) caiiToB cBs3bIBaHUS TPAHCKPUIILIMOHHBIX (PaKTOPOB,
cneruduyabix 11 PPD-B1 rena.

Hns BeisBnenus TFBSs, o6mmux mas Bcex Tpex PPD-1 reHoB, HMCHOIb30BaH
(YHKIIMIO aHalM3a MHOXKECTBAa MPOMOTOpPOB mporpamMmsel PlantPan2. In silico anamms
IPOMOTOPOB T€HOB MO3BOJINII BBIIBUTH MHOKECTBO IIUC-3JIEMEHTOB, aCCOLIMMPOBAHHBIX C
[IBETCHUEM. DBUIM BBISBICHBI CaWThl CBSI3BIBAHMUS TPAHCKPUIIIMOHHBIX (HAKTOPOB, U
naHHbIe (AKTOPHl, HA OCHOBAHWU TPUPOJBI BOCIPHUHHUMAEMOTO WMH CHTHAajla, MOXKHO
pa3zieNuTh Ha TPU TPYIIIIHI.

[lepBast rpymma — TPaHCKPHUMIIMOHHBIE (DAKTOPHI, pPEryIupyeMble (PUTOXPOMAMHU:
VOZ2 (VOZ), Phytochrome Interacting Factor3 (bHLH), Phytochrome Interacting
Factor3-Like5 (bHLH), FHY3/FAR1 (FAR1), RVE7/EPR1 (Myb/SANT;MY B-related), u
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CaAMTHI CBS3BIBAHUS, TPAHCKPHUITIIMOHHBIE (AKTOPBI TSI KOTOPBIX emIé HEe YCTAaHOBJICHBI:
SORLIP2AT u SORLIP1AT, RE1ASPHYAS. Bropas rpynma — TpaHCKpUIIIHOHHBIC
dakTopsl, perynupyemsie upkaaasiMu putMamMu: RAV1 (AP2/RAV/B3), TEM1 uTEM?2
(AP2/RAV/B3), RVE1 (MYB-related), RVE8 (Myb/SANT;MY B-related), CCA1 u LHY
(MYB), CHE (TCP). Tpertbs rpymma - [pouYde TPAHCKPUIIHOHHBIE (AKTOPHI,
perymupyembie cBetoM: GATA2 (GATAMITY), GATAL2(GATAltify), GT-1 (MADF;
Trihelix), AtMYC2 (bHLH), u caiiTel CBs3bIBaHUS, TPAHCKPUIIIMOHHBIC (AKTOPBI IS
kotopeix emé He ycraHoBieHbl: BOXIIPCCHS, TBOXATGAPB, IBOXCORENT,
LREBOXIIPCCHS1, IBOXCORE. Jlokanm3arus cCaiiTOB WX CBSI3BIBAHUS HA IPOMOTOPaX
TCHOB ToKa3aHo Ha puc. 21. [logpoOHas xapaKTeprCcTUKa TPAaHCKPUITIUMOHHBIX (PaKTOPOB

JJIA BBISIBJICHHBIX CalTOB CBSI3BIBAHMS IMpUBCACHA B TaoI. 2.

Tadauuma 2. XapakTepuCTHKa acCOIMHPOBAHHBIX C IBETCHHEM TPAHCKPUIIIHOHHBIX
¢akropoB u TFBSs ¢  HEu3BECTHBIMH  TPAHCKPUIILIMOHHBIMU  (haKTOpamH,
UACHTU(DHUITMPOBAHHBIME B TIpoMoTopax PPD-1 reHos.

TpanckpunuHoOHHbIE (PaKTOPHI/
. TFBSs ¢ Heu3BeCTHLIMU

CemeiicTBO Onucanue
TPaHCKPUNIUOHHBIMHA

axTopamu

DUTOXPOM-peryJaMpyeMble TPAHCKPUIIIMOHHbIE (PaKTOPbI

TpanckpunuonHslit paktop VOZ2 — ogun u3 Hanboiee

VOzZ VOZ2 KOHCEPBAaTHBHBIX T€HOB HA3€MHBIX PAaCTEHHH, TPEICTABISIOMINN
coboii paxrop, B3anmoaeiictByronmii ¢ PHYB (Yasui et al., 2012).
G-box, CACGTG, sBnsiercs LeneBoi mociaeaoBarenbHocTbio 11 PIF3
(Shin et al., 2007). PIF3 BoimosHsAeT BaxKHBIC QYHKIMH B QUTOXPOM-
Phytochrome Interacting Factor3 | omocpemoBanHOM oTBeTe. DTOT (HaKTOP MOXKET PEryIUpOBaTh CIEBHIC

bHLH (PIF3) T'eHbI KaK TO3UTHBHO, Tak u HerarusHo (Kim et al., 2003). Bsuto
MOKa3aHo, uTo y apabugoncuca PIF3 MoXXeT KOHTPOIMPOBaTh
1Berenue, perynupys skcrpeccuto reaoB CO u FT (Oda et al., 2004).

bHLH Phytochrome Interacting Factor3- | PILS B3aumopeiictByer ¢ Pfr (ganpHeii kpacHoit) dpopmoit PHYA u

Like5 (PIL1) PHYB (Oh et al., 2004).

Tpauckpumniuonnsiit paxrop FHY3/FAR1 moxymupyer PHY A-
OIOCPEI0BaHHbINH CHTHAIIMHT Y BeICHIMX pactenuii (Hudson et al.,
2003). Tax e Gbuia Mokasana 3Haunmast poib FHY3 B
peryJMpOBaHHU LUPKaJHBIX PUTMOB U BPEMECHH L[BETCHUSI
nocpencteom Biusiiust Ha ELF4 (EARLY FLOWERING4) (G. Li et al.,

Far-Red Elongated
FAR1 Hypokotyls3/Far-Red-Impaired
Responsel (FHY3/FARL)

2011).
Myb/SANT; RVE7/EPRL PHYA u PHYB perymupytor RVE7/EPR1, koTOpBIil HEraTHBHO
MY B-related BimsieT Ha repexo k usereruto (Kuno et al., 2003).

ITocnenoBaTeNbHOCTH, H30BITOYHO MPEACTABICHHBIE B IPOMOTOPAX
TeHOB, HHIYMPyeMbIX cBeToM (Sequences Over-Represented in Light-
- SORLIP2AT u SORLIP1AT Induced Promoters)

SORLIP2AT u SORLIP1AT unentuduuupoBaHsl B IpoMoTepax
MHOTHX reHoB, peryaupyembix PHYA (Hudson & Quail, 2003).
RE1ASPHYA3 (REL, putative repressor element) —
BBICOKOKOHCEPBATHBHbIIH MOTHB, 00OHAPYKEHHBIH y OOJIBIIMHCTBA

- RE1ASPHYA3 O/IHOIOJIbHBIX, OTBETCTBEHHBIH 32 PENPECCUI0, MHIYLUPOBaHHY0 Pfr
(duroxpomom B hopme kpacsrii) (Bruce et al., 1991; Ngai et al.,
1997).
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TpaHckpHUIILMOHHBbIE (PaKTOPBI/
TFBSSs ¢ Heu3BeCTHBIMU

CemeiicTBO Onucanue
TPaHCKPUNIMOHHBIMH
daxTopamu
TpaHcKpHNIHOHHbIE (haKTOPBI, peryjiupyemMbie HHPKATHBIMH PHTMAMH
AP2/RAV/B3 | RAV1 RAV1 neratusHO perynupyer passutue pacrenuii (Hu et al., 2004).
AP2/RAV/B3 TEMPRANILLO1 (TEM1) I'enst TEM1 1 TEM2 sBIISITOTCS HETTOCPEICTBEHHBIMH PETIpeccopamu
TEMPRANILLO2 (TEM2) FT (Castillejo & Pelaz, 2008).
RVE1 — tpanckpHIIMOHHEIH (hakTop yTpeHHeil (dasbl,
MYB-related | REVEILLEL (RVEL) 00BEUHSIOIHI [UPKAJHBIC PUTMBI U ITYTH ayKCHHOBOTO CUTHAITMHTA
(Rawat et al., 2009).
Mvb/SANT: RVES8 ctumynupyet SKCIpeccHio HEKOTOPHIX BEUSPHHUX T'eHOB
M%B-relatea REVEILLE 8 (RVES) IUPKAJHBIX PATMOB ¥ (POPMHUPYET HEraTHBHYIO METII0 00paTHOH
cesi3u ¢ PRR5 (Rawat et al., 2011; Farinas & Mas, 2011).
Circadian Clock Assoiated 1| 1 D eparirtoro ciumsropa npkaoy
MYB (CCAL); Late Elongated yacoB pacrenuii (Mizoguchi et al., 2002). LHY u CCA1 uerarusHo
Hypocotyl (LHY)
perynupytot 3kcnpeccuto TOCL.
CCA1 HIKING EXPEDITION TCP-tpanckpunmonnstii ¢pakrop CHE sBmsercs komnonenToM
TCP (CHE) IUPKAJHBIX YacOB, YaCTUYHO IyoiupyromuM ¢pyHkimu LHY u
penpeccupytomm CCAL (Pruneda-Paz et al., 2009).
Jlpyrue TpaHCKPHIIIHOHHBIE (PAKTOPHI, PeryIupyeMble CBETOM
GATAVtify GATA?2 g;(ﬁ'(l)’;ﬁ\Z HanpsIMYIO peryupyer cBerozaBucumble rexsr (Luo et al.,
. GATAI2 BoBJI€YEH B perysIssLUI0 MHOTHX I'€HOB, PEarupyIOIIiX Ha
GATAify CATALZ oceemennocts (Franco-Zorrilla et al., 2014; Manfield et al., 2007).
MADF; GT-1 GT-1 Moxer eficTBOBAaTh KaK CBETO3aBUCHMBIN TPAHCKPHITIIHOHHBIN
Trihelix taxrop (Green et al., 1988).
AtMY C2 sBnsieTcss HETaTUBHBIM PETYISATOPOM poTomMopdorenesa,

bHLH AtMYC2 OIIOCPEI0OBAHHOI'O CHHUM CBETOM, U DKCIIPECCHU T€HOB,
peryaupyeMbix cHHUM M KpacHbiM cBeToM (Yadav et al., 2005).

) BOXIIPCCHS BOXIIPCCHS neo6xoauMbeIMu ;[-n;[ CBETO3ABHCHMOH PEryIsiuy
muorux renos (Block et al., 1990; Terzaghi & Cashmore, 1995).
Mytanuu B caiite TBOXATGAPB o0ycnaBinBaioT ocnabieHne

- TBOXATGAPB TpaHCKpunuuH, aktuBupyemoii ceerom (Chan et al., 2001; Yamamoto
et al., 2007).

) IBOXCORENT Motus IBOXCORENT accounmnpoBaH co CBETO3aBHCUMBIMH

paiionamu B pomotepax (Martinez-Hernandez et al., 2002).

LREBOXIIPCCHS1

Csero3aBucuMsiii ameMenT LREBOXIIPCCHS1 u3navdansHO BBISBIEH
y nerpyuiku (Schulze-Lefert et al., 1989).

IBOXCORE

Koncepsatushas nocnenosatenbHocTs IBOXCORE B npomotepHOit
00J1acTH CBETOUYBCTBHUTEIIBHBIX T€HOB MOXKET OBITh BOBJICUCHA B
PEryJIAILMIO TPAHCKPHIILIHN CBETOM HIIH [UPKATHBIMH PUTMAMH.
JlaHHas moceoBaTeNbHOCTh OOHAPYKUBACTCS KAaK Y IBY/IOJIBHBIX,
tak u oxHomosbHbIX (Borello et al., 1993).




TFBSs mms perymsmpmt hIIToXpoMaMIT

TFBSs gms perymsipmt ITpKaJEbIMI PIITMAaMIT

Hpyrite TFBSs gma perymsomm ceeToM

-2000 -1500 -1000 -500 TSS  +250
I 1 1 i 3 1

-1500 -1000 -500 TSS  +250
1 1 1 1 1

2000
I

-1500 1000 -500 TSS 4280
i I I 1

e Ppd-B1 VOZ2 Ppd-B1 RAVI, TEM1 S &R Sth Ppd-B1 GATA2/12
© Ppd-Al1 VOZ2 Ppd-Al RAVI, TEM1 S E e amnss) Ppd-Al GATA2/12
Ppd-D1 VOZ2 Ppd-D1 RAV1, TEM1 |00 TR Ppd-D1 GATA2/12
Ppd-B1 PIF3, PIL1 Ppd-B1 RVEL, RVES Ppd-B1 GT-1
Ppd-Al PIF3, PIL1 Ppd-Al RVE1, RVES Ppd-Al GT-1
Ppd-D1 PIF3, PIL1 Ppd-D1 RVEL. RVES e S Ppd-D1 GT-1
& Ppd-B1 FHY3/FAR1 Ppd-B1 CCAl Ppd-B1 AtMYC2
Ppd-A1 FHY3/FAR1 Ppd-Al CCAl Oy i Ppd-Al AMYC2
O Ppd-D1 FHY3/FAR1 Ppd-D1 CCA1 0 sanm} : Ppd-D1 AtMYC2
Ppd-B1 RVE7/EPR1 Ppd-B1 LHY Ppd-B1l BOXIIPCCHS
Ppd-Al RVE7/EPR1 = Ppd-Al LHY OO Ppd-A1 BOXIIPCCHS
Ppd-D1 RVE7/EPR1 = Ppd-D1 LHY (S Ppd-D1 BOXIIPCCHS
T Ppd-B1 SORLIP2AT © o0 Ppd-B1 CHE (TCP21) Ppd-B1 TBOXATGAPB
LY Ppd-A1 SORLIP2AT SIS Ppd-Al CHE (TCP21 Ppd-Al TBOXATGAPB
& RS Ppd-D1 SORLIP2AT © &G Ppd-D1 CHE (TCP21 Ppd-D1 TBOXATGAPB
- CH SO RO O Ppd-B1 SORLIPIAT Ppd-Bl IBOXCORENT
& SIS ) VGRS Ppd-Al SORLIPIAT Ppd-Al IBOXCORENT
O 0 R Ppd-D1 SORLIP1AT Ppd-D1 IBOXCORENT

Ppd-B1 REIASPHYA3
= Ppd-A1l RE1ASPHYA3
= Ppd-D1 REIASPHYA3

= Ppd-B1 iresoxtpecHst
) Ppd-Al rreBoxtPCCES1

Ppd-D1 rreBoxipccHst

< Ppd-B1 IBOXCORE
+ Ppd-Al IBOXCORE
< Ppd-D1 IBOXCORE

Puc. 21. CaiiTbl CBA3BIBaHMS TPAHCKPHUIIIIMOHHBIX (akTopoB, o0mux st PPD-1 renoB. BepTukanbHble MyHKTHPHBIE JTHHUA 0003HAYAIOT
rpanuib 900-1.H. 001acTH, KOTOPYIO CUMTal0T BaykHOU [yt perysiiuu dkcnpeccun (Wilhelm et al., 2009; Nishida, Yoshida, et al., 2013).
TSS o603HauaeT caliT cTapTa TPAaHCKPUIIIIUU, PACCTOSTHUS MPEACTABICHBI B TTapaxX HYKJICOTUIOB.



3.3.4 CaiiTbl cBsa3bIBaHuUs, ciennuunblie 144 rena PPD-B1

Bbu1M BBISIBIIEHBI CAUTHI CBA3BIBAHUS TPAHCKPUIILIMOHHBIX (PAKTOPOB, CHEUPUIHBIX

m1s PPD-B1l rema m accoummpoBaHHBIX CO BpPEMEHEM IIBETCHUsI WM ITHPKAJIHBIMU
purmamu: ANT (AP2); Zatl2 (C2H2); AGL19, FLC, MAF2, AGL69, AGL68, FLM,
AGL6, AGL18, AGL14, AGL15 (MADS box/MIKC), PAL1 (Lyase Aromatic). Takxe

ObUTH WACHTU(DHUIIMPOBAHBI CAWTHI CBSI3BIBAHUS, TPAHCKPHUIIIMOHHBIE (HAKTOPBI IS
koTopbix He 0N ycTaHoBlieHb: RBCSGBOXPS, REBETALGLHCB21, LEAFYATAG,
SORLIP5AT, MNF1ZMPPC1. Pacnonoxenune TFBSS Ha mociemoBaTelbHOCTH TIeHa

PPD-B1 mpencraBnens! Ha puc. 22. [logpoOHas XapakTepuCTHKa TPaHCKPHUIIIMOHHBIX

(i)aKTopOB JIUISL BBISIBICHHBIX CATOB CBSI3bIBAHMS IIPpUBCICHA B Tabi. 3.

Tabauma 3. XapakTepucTHKa OTOOpaHHBIX TPAHCKPHUMIITMOHHBIX (pakTopoB m TFBSS ¢
HEM3BECTHBIMU TPAHCKPHUIIITMOHHBIMH (paKTOPaMH, UICHTUDUITIPOBAHHBIMU B TIPOMOTEPE

PPD-B1.
TpaHcKpUNILMOHHbIE
¢akropsr/ TFBSs ¢
CemeiicTBO HEH3BECTHBIMH Onucanue
TPAaHCKPUIIHOHHBIMH
pakTopamu
AINTEGUMENTA ANT unuuupyer passutue opranos serka (Elliott et al., 1996). Bsuto

AP2 (ANT) MOKA3aHO, YTO 3TOT (haKTOP BBHINIOIHSAET BaYKHBIE QYHKIMU B PETYIISIHN
pasButus jenckoro ramerodura (Klucher et al., 1996).
Zatl2 Obu1 M3HAYaNBbHO WACHTH(UIMPOBAH B KaduecTBe MoseKysl KAHK,

RESPONSIVE TO HIGH y4acTBYyIOIIEH B 0TBeTE Ha cBeToBoM crpece (lida et al., 2000). Tosxke Obita

C2H2 LIGHT 41 (Zat2) MOKa3aHa ero poJib B PEryIsMH TPAHCKPHIILMU I'€HOB, BOBJICUEHHBIX B
PEaKIMIO Ha MOBHIIIEHHYIO OCBELIEHHOCTb, XOJI0/ M OKCHIATHBHBIN CTpecc
(Davletova et al., 2005).

MADS AGL19 ygacTByeT B MHIYKINH IBETCHUS, OTIOCPEIOBAHHOTO ITyTEM

box/MIKC AGL19 BOCIIPHATHS X0JI0/1a, U neiicTByeT HezaBrucuMo oT FT1 u SOC1 (Schonrock et
al., 2006).

kl\J/cl)ﬁ/Ii/ISI KC l(:'l_I_CE:V)VERING LOCUSC FLC sinstercst maruduropom nserenns (Michaels & Amasino, 2001).

MADS MAF2 (AGL31), napanor FLC, npencrasnser co6oii eme 0auH penpeccop,

box/MIKC MAF2 (AGL31) JACHCTBYIOWMIA B YCTIOBUSX HEMHIYKTHBHOTO (OTONEpHOSA (Scortecci et al.,
2001; Ratcliffe et al., 2003).

MADS MAFS5 B 00bI4HOM cOCTOSTHUE penpeccHpoBaH. CBEp3IKCIPeCCHs JaHHOTO I'eHa B

box/MIKC AGL69 (MAF5) YCIOBUSAX HEMHAYKTHBHOTO (hoToIeproa 00yCIIaBIuBacT 3aAePKKY IBETCHUS
(Kim & Sung, 2010).

MADS .

box/MIKC AGL68 (MAF4) MAF4 nogasnsier nepexon k npeteruto (Gu et al., 2009; Gu et al., 2013).

MADS .

box/MIKC FLM (AGL27, MAF1) FLM sinsiercst naruburopom userenus (Scortecci et al., 2003).

MADS AGL6 AGL6 moxeT eiicTBOBaTh U KaK PEnpeccop IBETEHHs, U KaK aKTUBATOD B

box/MIKC 3aBucumoctH ot yciosuii (Koo et al., 2010).

MADS AGL14 (XAANTAL2 XAL2 HeoOxoauM st ”HAYKIHY 1BeTeHns. XAL2 HHAyIHPYET [[BETEHNE B

boxIMIKC | XAL2) ' OTBET Ha Pa3iMYHbIC CUTHAJIBI, OH TAK)KE y4aCTBYET B IOJICPKAHUH U
b depentmposke GuopanbHbIx MepucteM (Pérez-Ruiz et al., 2015).

MADS AGAMOUS-like 15

box/MIKC | (AGL15)
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TpaHCcKpPUNIMOHHBIE

dakropnr/ TFBSs ¢
CemeiicTBO HEHM3BECTHBIMH Onucanue
TPAaHCKPUIIHOHHBIMH
pakropamu
MADS AGAMOUS-like 18 AGL15 u AGL18 sBnstorest penpeccopamu nBeTeHusi. MyTaHTHBIE IO TaHHBIM

renam agl15 agl18 pacreHus xapakTepu3yOTCs YaCTHYHOM CyIpeccHeit
doronepuoauueckoro nyru (Adamczyk et al., 2007).

Caiir cBszpiBannst RBCSGBOXPS, u3nauanbHO HAeHTHOUINPOBAHHBIH y
HETPYIIKH, BOBJICYCH B 0TBeT Ha cBet (Gilmartin et al., 1990).

box/MIKC | (AGL18)

- RBCSGBOXPS

REBETALGLHCB?21, Brepsbie o6HapykeHHbIH B reHax Lhch psicku,
- REBETALGLHCB21 HE00X01UM U151 PUTOXPOM-3aBUCHMOM Perysiiui. BeposiTHO, 9TH 31eMeHTHI
MOJIABJISAIOT aKTHBANKIO pa3BuTus B Temuote (Degenhardt & Tobin, 1996).

SORLIPS5AT siBisitorest GUTOXpOM A-HHIYLHPYEMBIMA MOTHBAMH, H30BITOYHO
HPEICTAaBICHHBIMY B T'€HaX, HHAYLUPYEMbIX CBETOM. DTH, peodIafaromue B

- SORLIP5AT MPOMOTEpax TeHOB PAHHETO OTBETA Ha CBET, 3JIECMEHTHI, BEPOSATHO, YIaCTBYIOT B
Haubosee OBICTPOM TPAHCAYKIIMOHHOM KacKajie CBETO3aBUCOMOI! AKCIIPECCUH
renoB (Hudson & Quail, 2003).

MNF1ZMPPC1 BoBiieueH B CBETO3aBUCUMBIN KOHTPOJIb TPAHCKPUIILIAH

i MNF1ZMPPC1 skcrnpeccuu reros (Morishima, 1998).
2000 1500 -1000 500 TSS  +250 | A
! i t i t V' FLC/MAF1/MAF2/MAF4/MAF5/AGL6/AGL14/AGL18
: RBCSGBOXPS REBETALGLHCB21
@ ® @O ao SORLIPSAT HINFIZMPRG]

Puc. 22. CaiiTel CBS3BIBaHUS TPAHCKPUIIIMOHHBIX (PAKTOPOB, CHEIHU(PUUHBIX IS TeHA
PPD-B1. TSS o6Go3HauaeT cailT crapTa TPAaHCKPHUIIIUH, PACCTOSIHUS TPEJCTaBICHBI B
napax HyKJI€OTHIOB. Paznuunble 1BeTa 0003HAYaIOT pa3Hble TPAHCKPUIIMOHHBIC
(bakToOpbI ¥ CATHI UX CBSI3bIBAHUS (paclIM(poBKa 1aHa CIIpaBa OT CXEMBb).

3.4 Ananu3 BpeMeHH KoJsiomeHus JuHuil nonyiasinuu RICL ot ckpemuBanusi

CS u CS-5Bdic

[To maHHBIM MPEIBAPUTENBHOTO aHATN3a, pa3HUIIA BO BpeMeHHU Koiomenus Chinese
Spring (CS) u nuaum copra Chinese Spring, y xotopoii xpomocoma 5B 3amernieHa Ha
xpomocomy 5B T. dicoccoides (CS-5Bdic), cocraBmsna okono 15 nuei. J{ast Toro, 4roObI
BBISIBUTH JIOKYC, onpenenstonmii paznuare CS u CS-5Bdic mo BpeMeHu KoJonieHus, Ha
matepuane nonyssimuu 116 RICL, momxydeHHBIX OT CKpeIlMBaHUs JaHHBIX OOpPa3IoB,
OBIJIO TPOBEICHO TE€HOTHUNHUpOBaHUE ¢ Hcmodb3oBaHueM uyuma [llumina Infintum 15k
Wheat platform u ¢perHoTunIUecKnii aHanu3 BpeMEHH KOJOMIEHHSI B PA3JIUNYHBIX YCIOBHUSIX.

OreHka BpeMEHH KOJIOMIECHUS IPOBU3HPOBAHHBIX M HESIPOBU3UPOBAHHBIX PACTCHUH
IPOBOAMIIACH B KOHTPOJIUPYEMBIX YCIOBHSAX TEIUTUIIBI (OCEHHsS BereTarys). Pasmuaus mo
BPEMEHU KOJIOIICHUS Y HESIPOBU3UPOBAHHBIX POJUTEIBCKUX COPTOB COCTABIISLIO 16 HEH,

B TO BPEMS KaK MCKAY paCTCHUAMMH, IMOJABCPIHYTBIMU APOBU3AIUN, 3HAYUMbBIX paSJII/I‘-II/Iﬁ



He Habsromanoch (tadi. 4). Pacnpeaenenne JHHHN 110 BPEMEHU MEPEeX0/1a K KOJIOIIEHUIO

NpeCTaBIeHO Ha puc. 23.

Tabauna 4. BpeMs 0T BCX0I0B A0 KOJIOIIEHHS IPOBHU3UPOBAHHBIX U HESIPOBU3UPOBAHHBIX
poaurenbekux coproB CS u CS-5Bdic, a taxke TUHHN TOMYJSIMA OT UX CKPEIUBAHUS.
* - 0003HaYACT 3HAYMMBIC CTATHCTHUYECKUE PA3ININS MEKIY POTUTCITLCKIMH JIMHUSIMH B
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OJIMHAKOBBIX YCIOBUSIX (t-TecT, ypoBeHb 3HaunMocTH p<0,001).

Cpenunee 4ucio qHen oT
BCXOJIOB JI0 KOJIOIIEHHUS
OTCYTCTBHUE
SPOBU3AITUS
SIPOBU3AIAN
CS 55.33*+2.06 | 34.93+ 1.67
CS-5Bdic 70.875* +4.85 | 36.88 + 1.45
JINHAHN or48+15m00 | or32+1.64
MO YJISLIUN 78 +1.7 o 42 + 2,38

/
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Puc. 23. PacnpeneneHue mnepemieqInX K KOJOMICHUIO JIMHUA TOMYJSIIUA W HX
poautenbckux coptoB CS m CS-5Bdic mo mHAM OT BCXOAOB 10 KOJOIICHHS. A:
pacrpezielieHHe JIMHHUM, He TI0JIBEPTHYTHIM BO3JIEHCTBHIO sipoBU3aluu; B: pacnpenenenue

spoBu3upoBaHHbIX TUHUH (30 nHe# npu +3 °C).
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3.5 Ajl1eim U3BeCTHBIX I'€HOB, KOTOPLIC MOI'YT ObITH CBAI3AaHBI C pa3sjInvImeM 110

BpemMenn koJsiomenuss CS n CS-5Bdic

[To nurepaTypHbIM JaHHBIM U3BecTHO, 4yTo copT Chinese Spring comepxur
HEUYBCTBUTENBHBI K (QoTtonepuony amrens Ppd-Bla, onpenensromuii  pannee
kosiomieHue. Ho MOCKOJBKY JaHHBIA JIOKYC pacrosiaraercs Ha xpomocome 2B, ObITh
npuarHOW pasnmuust o BpeMeHu konomenwss CS, CS-5Bdic m momynsmmm ot wmx
CKpEIIMBaHUs OH HE MOYKET — JaHHbIE (DOPMBI OTIIMYAIOTCA TOJIBKO Xpomocomoii 5B. Ha
S rpymnie XpoMOocoM JIOKAIU30BaHbl T'€Hbl, KOTOPBIE MOTYT BIUATH HAa BpeMs KOJIOIIECHUS,
takue kak VRN-1 (Barrett et al., 2002; Leonova et al., 2003; To6th et al., 2003), PHYC
(Devos et al., 2005; Chen et al.,, 2014). Jlnas PHYC k HacrosiiieMy MOMEHTY HE

0OHapYXKEHO aJljiesieil, KOTOPbIE MOTIIU OBl BIMITH HA BPEMS KOJIOIICHUSI.

3.6 SNP-renoTunupoBanue 1Jisi onpesieJeHUs JIOKyca, ACCOUHPOBAHHOTO CO

BpeMeHeM KoJioleHus y monyasimuu RICL

Jlniss BBISIBIICHHS JIOKYCa, ACCOLMHUPOBAHHOTO C pa3iIMYMeM JIMHAWA T0 BPEMEHU
kosomieHusi, RICL 6butn renotunupoBansl ¢ ucnonbzoanueM 13007 SNP mapkepoB uumna
[llumina Infinium 15k Wheat platform, u3 xotopbix 418 mMapkepoB ObLTH MOJIUMOPQHEI
MEXIY POAUTEIBCKUMH JMHHAMHU. BOJBIIMHCTBO MapKepoB OBLIM KOJOMHHAHTHBIMH

(merextupoBasivch 00a amens), 1 10 — TOMUHAHTHBIMH.

3.6.1 'eneTnueckass kKapTa XpoMocombl 5B

['enetnueckas kapra Obula pa3paboTaHa C  HCIOJIB30BAaHUEM  JIaHHBIX
reHoTunupoBanus 116 pekoMOUHAHTHBIX HHOpPeHBIX TUHUM ¢ 418 moaumopdubiMu SNP
MapkepamMu ¢ Tomomiplo mnporpammbl  MultiPoint (Bepcust “UltraDense”). Jlnuna
noJyiyuuBiIerics kapTol coctasuia 80.4 cM u Bkitouana B ce0st 379 MapkepoB, U3 KOTOPBIX
82 — ckenerHele Mapkepbl (puc. 24), KaXIplii M3 KOTOPBIX MPEICTaBISIET TPYIIY
HEPEKOMOMHHUPYIOMUX MEXAy Cc000i (Kocerperupyroommx) MapkepoB. KomnuecTBo

MapKepoB B TAKUX I'pylIax BapbUpPOBaJIO OT 2 10 23 MapKepoB.
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5 B S 5 B L wsnp_Ex_c39535_46808105 12,0

Kukri_c32583_540 12,9

wsnp_BE497820B_Ta_2_1 14,2

Ku_c10387_272 Y 0,0 Ex_c66350_301 N 155
BS00066144_51 0,4 IAAVT207 16,9
RFL_Contigd979_965 1,3 Tdurum_contig52447_814 17,8
BS00009810_51 2,2 Kukri_c9520_288 —1 18,2
Excalibur_c74858_243 26 TAQ05387-0575 18,7
wsnp_JD_rep_c48937_33188230 4.4 TA005272-0214 18,1
BobWhite_rep_c50066_63 53 CAP12_rep_cd520_207 200
- = - ! Jagger_c3891_101 20,4
Excalibur_c9846_458 20,9

RAC875_c8661_692 76 BobWhite_c11861_557 21,8
RACS75_rep_c116173_605 85 BS00083511_51 22,2
IAAV2411 98 Ex_c24477_484 227
RFL_Contigs320_731 10,7 |AAVE59 23,1
Kukri_c2827_439 1,1 BobWhite_rep_c62475_70 24,0
Jagger_c6608_61 \__/ 15 Tdurum_contig125561_233 24,4
Tdurum_contigd864_86 24,9

TA0Q01786-1535 26,7

wsnp_Ku_c3102_5811860 28,1

Tdurum_centig11439_387 285

RACS75_c103988_92 29,0

BobWhite_c34759_227 30,3

Tdurum_centig12995_722 30,7

I1AAV2296 321

BS00067744_51 32,9

Vrn-B1 33,4

IACX5702 33,8

Excalibur_c5329_1335 35,2

GENE-2794_534 35,6

TAD01138-1003 36,5

RACS875_rep_c114200_428 36,9

Tdurum_contig98569_290 37,8

BS00021735_51 38,3

IACX6390 38,7

Tdurum_contig13773_321 40,0

RACS876_c60768_585 40,9

Tdurum_contig14404_319 41,4

Kukri_c10508_253 43,6

wsnp_Ku_c26613_36680381 44,1

BS00065029_51 445

Excalibur_c12395_467 46,3

BS00064947_51 468

GENE-2848_248 47,2

BS00100708_51 47,7

Tdurum_contig97407_196 49,0

RFL_Contigd167_1164 50,9

BobWhite_c38408_71 51,3

wsnp_Ra_c6374_11143280 51,7

BS00078784_51 53,1

Tdurum_contigdd4115_720 53,5

BS00024814_51 54,0

BS00038874_51 54,4

Excalibur_c9563_1157 54,8

BobWhite_c2694_494 55,7

Excalibur_c17032_261 56,2

BobWhite_c33898_150 56,6

BS00065864_51 57,5

Tdurum_contig12848_112 58,4

Kukri_cb9657_805 60,6

Kukri_c1214_948 61,0

RFL_Contigd176_605 61,5

Excalibur_c2618_1723 61,9

Excalibur_c23801_1156 62,8

BS00024829_51 71,5

wsnp_Ku_c9967_16591591 76,2

D_GDSTLZNO2F4FP§_176 80,0

BS00094333_51 \_/ 80,4

Puc. 24. I'enetndeckass kapta xpomocoMmbl 5B. Ha manHOUM kapTe mpenctaBieHbl 82
CKeJIETHBIX Mapkepa. [1oJHbIN CIHCOK KOCETPETHPYIONMIUX ¢ HUIMU MapKepoB MPUBEJICH B
npuiiokeHuu 3. PaccTossHus ykas3aHsl B cM.
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Jlsa mapkepa BS00011514 51 u wsnp_RFL_Contig2809 2587619 oxka3anuch
accoruupoBansbl ¢ reHoM VRN-B1, nokanuzoBanusiM B no3uiuu 33.4 cM.

Jlnst yTOYHEHHUs JIOKalu3allud MapKepoB Ha JUIMHHOM WJIM KOPOTKOM Ijede
xpoMocoMbl 5B, nynnu-terpacomnas nunusg NSBTS5D u nutenocomuas nunus DTSBL
ObUTH TEeHOTUIIMPOBAHBI, M MOJy4eHHass WH(OpMalnus Obljla COMOCTAaBJICHA C JIaHHBIMH,
oImyOJIMKOBaHHBIMU paHee. BniepBbie Ha XxpomocoMe 5B Oblmu kapTrpoBans! 11 Mapkepos:
Tdurum_contig31845 322, Kukri_c32583 540, BS00011102 51, TA005272-0214,
RFL_Contig3455_700, BS00065265_51, TA001999-0466, BobWhite_c33898_150,
Tdurum_contigl2848 112, D_GDS7LZNO2F4FP5 176, BS00094333 51. Bce st
MapKephbl JIOKAJIM30BaHBl Ha JUIMHHOM Iuiede xpomocoMbl S5B. Ilo manapiM SNP-
rerotunupoBanns RICL u aneymmonnueix muauit NSBTSD u DTSBL, Gonburyro gacTsb
MPOAHATN3UPOBAHHBIX MapKEPOB MOKHO OJHO3HAYHO OTHECTH K KOPOTKOMY HWITH
JUTMHHOMY TITIeYy, 00JIaCTh IEHTPOMEPHI MPUXOIUTCS Ha paiioH mexay 11.5 cM u 12.0
cM. CpaBHeHue ¢ paHee pa3paOOTaHHBIMH U OIYOJIMKOBAaHHBIMU KapTaMU I103BOJIHIIO
BBISIBUTH MapKePbl C MHOKECTBEHHOM JIOKaTN3alUeH.

Jlnuna xopoTkoro mieda cocrtaBuna 11.54 c¢cM, Ha HeM ObUIO JIOKaNIM30BaHO 52
Mapkepa, BKitouas 13 ckeneTHsIx. [linHa nmuHHOTO TUieya Obuia 68.9 ¢cM u Biutrouana 327
MapkepoB (69 ckenetHbix). CymmapHas JuinHa XpomocoMbl 5B coctasisina 80.4 cM.

B cpennem, pmHa xpomocoMsbl 5B Terparmioninbix mieHul; coctasiset 206.2 cM
(Maccaferri et al., 2015). Pa3pabGoranHas Hamu Kapra ObUIa 3HAYUTEIBHO KOpOYE.
Bo3MOXHO, TpPUUMHON 3TOr0 SBJISIOTCA OCOOEHHOCTH Ipoliecca pPEeKOMOMHAIINU,
xapaktepHbie s gaHHod momyisimuu  (CS x  CS-5Bdic). Crout 3ameTwth, UTO
3HauuTenbHass Jois JuHuUM (20.7%) uMenu poauTeNbCKuil reHotur, npudem 15.5%
HEpEeKOMOMHAHTHBIX XpoMocoM Obutm yHacnemoBanbl or CS, a 5.2% or CS-5Bdic.
[Tockoneky CS-5Bdic Hecer uyxepoaHyr uHTporpeccur ot japyroro Buma (T.
dicoccoides), MoxHO  TpeANONOKHUTh, uTo amienn CS  sBisauch  Oosee
NpeINnoYTUTEIbHBIMA. BeposTHO, peKOMOMHAIIMOHHBIE MPOIIECCHl MEXKAY XPOMOCOMaMHU
Pa3IUYHBIX BUIOB MIPOXOJAT C HAPYIICHUSIMHU.

[lentpomepHast  o0macTh  XpoMOCOMBI 5B xapakrepus3oBajach  BBICOKOU
KOHIIEHTpallueld MapKepoB Ha T'eHeTHYecKoe paccrosiHue. Tak, cpeiHee KOIHMYECTBO
MapKepoB B LIEHTpoMepHOU obsactu Obuio 11 mMapkepoB Ha cM, a B OCTaJIbHBIX YacCTAX

XpOMOCOMBI — 2.3 Mapkepa Ha cM. DT0 CBSI3aHO C HU3KUM YPOBHEM PEKOMOMHAILIMU B 3TON
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obactu 1 0co0eHHOCTRIO pactpenesienus renos (Maccaferri et al., 2015). B npeasiaymux
WCCIICIOBAHUSIX OBUIO IMOKAa3aHO, YTO PEKOMOWHAIMS B MPHUIECHTPOMEPHOW OO0JIACTH
XpoMocoMbl 5B momassercsi, o0co6eHHO cO cTOpoHB!I KopoTkoro ruieda (Sourdille et al.,
2004; Timonova et al., 2013).

CkeneTHble Mapkepbl ObLIM PAaBHOMEPHO paclpelesicHbl M0 XpPOMOCOME, 3a
UCKJTFOUYCHUEM TUCTAIbHOM YaCTH JJTMHHOTO TUIeYa. 3/1eCh MHTEPBAJIbI MEXKy MapKepaMu
coctaBisui 4 — 8 cM: mexnay Excalibur_c23801 115 u BS00024829 51 (mpumepHo 8
cM), BS00024829 51 wu wsnp_Ku c9967 16591591 (upumepuo 4 cM),
Ku_c9967 16591591 u D_GDS7LZNO2F4FP5 176 (mpumepno 4 CM), B To BpeMs Kak
cpefiHee paccTostHie Mexay Mapkepamu Obuto 0.84 c¢M. Ilpu 3ToM, Takas 0COOEHHOCTb
ObUTa XapakTepHa W JUIs APYTHX KapT, Hampumep, paspaboranusix Maccaferri et al.
(Maccaferri et al., 2015): paccrossHUs MEXIy MapKepaMu B JucCTanbHOM oOmactu SBL
cocranysuio 4 — 10 ¢cM Ha kapTax, pazpaboranHbIM 1o nonyssiiusm Meridiano x Claudio,
Mohawk x Cocorit u Latino x MG5323. Otu kapThl UMEIOT 00IIIHe MapKepsl ¢ kKapToit CS
X CS-5Bdic B maHHO# 00jacTH XpOMOCOMBI. B0O3MOXXKHO, PeKOMOMHAIIMS B JaHHOMN
00JIACTH TPOMCXOJUT pPEXKe, 4YeM B JAPYrUX OOJIACTIX XPOMOCOMBI H3-3a HU3KOI

HACbIIIICHHOCTHU I'CHAMM.

3.6.2 QTL-ananu3

B npouiecce ¢peHOTUNTUPOBAHUS PACTUTEIIBLHOTO MaTepralia OblJI0 YCTAaHOBJIEHO, YTO
3HaUYMMbIE  pPa3NMyus 1O BPEMEHM  KOJOLIEHUS  HaOMIOAArTCs  TOJIBKO Y
HEeSPOBU3UPOBAHHBIX poAuTenbckux TuHUM. C ucnonb3zoBanuem QTL-ananuza, 3HaunMbIe
LOD Taxxe ObUIM BBIABICHBI TOJBKO B OKCIEPUMEHTE C HESIPOBHU3UPOBAHHBIMU
pactenusimu. MnentudunupoBannpii QTL Oblnm JOKanmM30BaH B MPHUIIEHTPOMEPHOU
o6actu xpomocomsl 5B B uaTepBane 11.2-18.4 cM (puc. 25). 'en VRN-B1 pacnionarancs
B 03Uy 33.4 cM 1 HUKAKUX KOPPEJALMI JaHHOTO JOKyca CO BPEMEHEM KOJIOLIEHUS B
JTAHHOM aHaJIM3€ BBIABIEHO He Obuto. Pacmpenenenue 3nauenuit LOD npencraBieno B

TaoI. 2.
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RACS75_c103988_92 / —\29}9 =
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Vm-B1 / _\JM :
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Excalibur ¢12395_467 / —\4,3_,:.7 4
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Excaliburx ¢9563_1157 /_ 576 M
Bob¥hite_c33898_150 [\~ 59,5 ?
Tdunum_contig12845_112 1|\ 6156 1
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Puc. 25. CokpaiieHHas TeHeTH4eckas kapra xpomocoMmbl 5B ¢ moxammzanmeit QTL
BpeMeHU KoiyomeHus. KpacHas ropusoHTanpHas JUHUS 00O03HA4YaeT LEHTPOMEPY.
[TyHKTHpPHAs TMHUSA 03HAYAET MOPOroBbiil ypoBeHb LOD.

QTL, accounnpoBaHHBI CO BPEMEHEM KOJOIIECHHS, COOTBETCTBOBAJI HECKOJBKUM
rpynmnam kocerperupyroomux MapkepoB. [Tockonbky SNP-Mapkepsl, HCTIOIb30BaHHEIE B
JTAHHOM 4HIie, ObUIM pa3pabOTaHbhl HA OCHOBAHUHU KOAMPYIOIIUX MOCIEI0BAaTEIbHOCTEN
(Wang et al., 2014), MOXHO CpaBHUThH HX C TOCJICIOBATEILHOCTAMU M3 0a3 JaHHBIX IS
MOJICTIBHBIX BHUJIOB PACTCHUN, UTOOBI BBISBHTH T€HBI-KaHIUIATHI, OOYCIaBIMBAIOIIUE

HN3MCHCHUC BPEMCHU KOJIOIICHUA.
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3.7 I/I)IeHTI/I(l)I/IKaHl/Iﬂ IT'€HOB - BEPOATHLIX I€TCPMUHAHT BPEMECHH KOJOUICHUS,

JIOKAJIM30BAHHBIX B MPUIIEHTPOMEPHO# 00,1acTH XpoMocoMbl 5B

[TocnenoBatenbHOcTH 78 SNP, nokanm3oBanHbix B uHTepBaje 11.2-18.4 cM
uaeHTudurpoBanHoro QTL, 6putr mpoaHaTM3UPOBAHBI JIJIS1 TOTO, YTOOBI BHISIBUTH T'CHBI-
KaHIUJaThl, BOBJICYCHHbIE B OIpEACIICHHE BPEMEHU KOJIOIIeHUs. Bbulo mpoBeneHo
cpaBHeHHe TocaeaoBarensHocTer SNP ¢ mocnemoBarenbHOCTAMH HW3 0a3 JaHHBIX
cienyromux BuaoB: Brachypodium distachyon, Oryza sativa, Hordeum vulgare, Aegilops
taushii, T. urartu u T. aestivum ¢ ucnonb3oBanuem aroputMa blastn. beumn onpenenacHs
KOAMPYIONTUE MOCIIEeIOBATENBHOCTH, epekphiBatoniie SNP mokycel, oxapakTepru30BaHbI
KOAMpyeMble OCNIKH, JOMEHbI M BO3MOXHBIE (yHKUMU. Cpeau BBISBICHHBIX TE€HOB-
KaHIUJATOB OBLIN TOCJIEI0BATEILHOCTH, KOHTPOJHMPYIONINE YCTOWYUBOCTh PACTCHUS K
CTPECCOBBIM  BO3JEHCTBUSM,  METa0OIM3M  (UTOTOPMOHOB,  YCTOMYMBOCTH K
3a0oneBaHusIM, POTOCUHTES3, POIAMHI OEJIKOB, MEXKKIETOUHBIN TPAHCHIOPT U HECKOJIBKO
TPAHCKPHUITIIMOHHBIX (hakTopoB. Cpeau HUX, HAUOOJee BEPOSTHBIMHM KaHAHIATAMHU IS
MOAYJISIIMA BPEMEHH KOJIOIICHHUS MOYKHO CUMTATh TpaHCcKpuminonHbie gakropsr WRKY,
ERF/AP2, FHY3/FARL, a taxxe ren ELF4 (EARLY FLOWERING4), BbIsSiBJICHHBIN TyTeM
aHallu3a MapKepOB W3 TEHETHYECKUX KapT, COMOCTABIEHHBIX C KapTOM M3 JaHHOTO

HCCICOOBAaHMHA.

3.8 AHAJIU3 NATTEPHOB CYTOYHOI IKCIPECCHH I'¢HOB IIBETEHUS MIIIEHUIIbI

Jlnst Toro, 4roObl U3Y4YHTh B3aUMOJECUCTBHSI HEUYBCTBUTEIBHOTO K (OTOMEPHOTY
Ppd-Bla ¢ apyriumu reHamu [BETCHUS TIICHUIIBI, HCTIOIB30BAIM METO]] KOJTMYECTBEHHON
ITIIP B peansbHOM BpeMeHU. bbuIM HCMOab30BaHbl 21-AHEBHBIE pPACTEHMS IIO3/HO
nepexozsiero k kogomenuto GYUJI2, pano nepexonsuiero kK KOJIOUIEHUIO copTa SONOra u
NOYTH U30TeHHBIX JInHMI Ppd-m u Ppd-w, npencrapnstomux coooit ®UJI2 ¢ HeKoTOphIMH
nokycamu, Bkitovas Ppd-Bla, untporpeccupoBaHHbBIME OT SONOIA.

Pe3ynbpTaThl aHanM3a CyTOYHON SKCIPECCHH MPECTaBIIeHbI Ha puc. 26. Ppd-Bla, kak
U 0XKHUJATIOCh, SIKCIIPECCUPOBAJICS THEM Y BCEX HUCCIEAYEMBbIX JIMHUM, @ HOUbIO TOJIBKO Y
HEUYBCTBUTENBHBIX K Qoronepuony. l'en TaFT1l oskcnpeccupoBaiics TOJIBKO Yy
HEYYBCTBUTENBHBIX K (DOTONEPUONY pPAHO3aLBETAIOMMX (POPM, HYTO MOIKPEIUIAETCS

npeasiaynumu uccnenopanusmu (Kitagawa et al., 2012; Shaw et al., 2012).
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Puc. 26. [latrepHsl cyTrouHoii sKcnpeccuu reHoB. Cepplie 00macTu 0003HAYAIOT HOYHOU
nepuon (9 — 24 wyaca) B kiumMmaTHueckoil kamepe. Ha rpadukax mpencraBieH
OTHOCHUTEJIbHBIN YPOBEHb HKCIPECCUH I'€HOB HEUYBCTBUTENIBHBIX K (POTONEPUOY MOYTH
u3oreHHbix JuHui Ppd-m (3enensrit), Ppd-w (¢puoneToBbIil) U pOIUTEIHLCKOTO COpTa
Sonora (cuHWiI) OTHOCHUTENBHO YYBCTBUTEIBHOTO K (DOTOMEPHOAY pPELUITUEHTHOTO
poautens @YUJI2 (kpacHbIi). YPOBEHb IKCIIPECCUM HOPMUPOBAH OTHOCUTEIHHO TeHa 18S
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pPHK. Ilnanku norpemHocTei 0003Hauar0T OMMOKY CpeAaHero. 3Be3/104KH 0003HA4ar0T
sHaunmble  (P<0.05) pasmuums, paccumtanaele wMeTtogoMm one-way ANOVA ¢
HOCIIEAYIOMHM TecToM TUKeY Mexy HedyBCTBUTENLHBIMU K (oTorepuoay Ppd-m, Ppd-
W 1 SON0Ora OTHOCUTEIBLHO YyBCTBUTEIBHOTO K poTorepruoay @UJI2 B kaxa0ii BpeMEHHON
TOUKE.

Okcrpeccus rena PPD-D1 Oputa Beime y Sonora, mo cpaBuenuio ¢ OUJI2 u
muausamu. OcobOeHHocThiO dKkcnpeccun PPD-Al okaszancs caBur nmuka SKCIPECCHH Y
muaui Ppd-m u Ppd-w mo cpaBHEHHIO ¢ pOIUTENbCKHUMH (Gopmamu. Y nmuHHEA Ppd-m
CIBUTH TIUKOB 3KCIPECCHU OBLIM XapakTepHBI W s Apyrux reHos: PPD-D1, TaFT1,
VRN-1. ITarrepusl akcnipeccun VRN-1 y imanu Ppd-w 1 copta SOnora He nMenn HUKaKuX
3HAYHUTENBHBIX oTiHunii oT ®YJI2, B TOo Bpems kak y Ppd-m skcrnpeccus JaHHOTO TeHa
ObLTa 3HAYUTENHHO BhIIIE. YpoBeHb dkcnpeccun PHYC ymenbIinancs ¢ MOMEHTa Havama
CBETOBOTO MEPUO/Ia ¥ XapaKTEPU30BAJICS OJTHUM WIIH IBYMS TUKaMHU B TEMHOBOM TIEPHO/IC.
MoxHO HabOI0AaTh TCHACHIIMIO K ycrieHuo skcnpeccun PHYC B TeMHOBO# miepuona y
HEYYBCTBUTENBHBIX K (hoTonepuony dopm. Ilarrepusl sxcnpeccun renoB PHYB u PHYA
TaK)K€ MOXHO ONMUCATh ABYMsI NHUKaMU: OJMH B KOHIIE CBETOBOTO IEPHOJIa U OJWH B
TEYCHUE HOYH.

MBpI poaHanu3uPOBAIA KOPPEISAIMH MAaTTEPHOB SKCIIPECCHH TEHOB, YYaCTBYIOIIHX
B Bocnpusatuu cBeroBoro curHana (PHYA, PHYB, PHYC) u renos, orBedaromux 3a
nepexof Kk 1serenuto (PPD-Al, PPD-B1, PPD-D1, VRN-1, TaFT1) otaenbHo 3a qHEBHOM
¥ HOYHOI NepHoAbl, Y YyBCTBUTEIbHBIX U HEUYBCTBUTEIBHBIX K (POTONEPUOTY JTMHUN
(mpunoxxenus 5 u 6). [1aTTepHbl SKcnpeccHn GUTOXPOMOB 3HAYMMO KOPPEITUPOBAIH PYT
C IpyroM, yKa3bIBasi Ha TO, YTO MX HKCIPECCHUS PErYIUPYETCs OJNHAKOBBIMU (DaKTOpaMHU.
I'east PPD-1 3naunmo xkoppenupoBanmu aApyr ¢ apyrom (p=0.55 - 0.85 vy
HEYYBCTBUTENBHBIX K (poTonepuony u p=0.89 — 0.97 y uyBcTBUTENBHBIX K (hOTOMEpUONY
munuil). Ilarrepnsl skcnpeccun VRN-1 3HaunMo koppenupoBainu ¢ HaTTEpHAMHU
skcpeccurn PPD-1 renos (p=0.89 — 0.95) y ®UJI2. DT0 MOXKET 03HA4aTh, 4YTO Ha
HKCHPECCHUIO 3TUX T€HOB BIHIOT 0011Me (PaKTOPHI. Y HEUYBCTBUTEIBHBIX K (DOTOTIEPHOAY
auHuil nattepH skcnpeccu VRN-1 koppenupoBanl Takke ¢ maTTepHAMU SKCIPECCUU
¢uroxpomoB B nHeBHOe (p=0.65 — 0.79) um Hounoe Bpems (p=0.56 — 0.72). Takas
Koppensaus  coriacyercs ¢ ganaeimu  (Pearce et al., 2016), rme MeTogoMm
BBICOKOIIPOU3BOIUTEIHLHOTO CEKBEHUPOBaHUs ObLI10 Moka3ano Biusiaue PHYC u PHYB Ha

VRN-1. beuma oOnapyxeHa 3Haummas koppeisimus (p=0.67) wmexnmy mnaTrepHaMu
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sxcrpeccun Ppd-Blau PHYC (PHYC cymmapuo u PHYC-5B, PHYC-5A nHauBuayaibHO)

B HOYHOI MeprOJ Y HEUYBCTBUTEIbHBIX K (POTONEPUOTY JIMHUM.

3.8.1 laTTepusl 3xcnpeccun Ppd-Bla u PHYC koppeanpyror y

HEYYBCTBHUTEJIbHBIX K (poTONEpHOaY JMHUM

Msbl OOHapyXWiIHM, YTO y HEUYBCTBUTEIBHBIX K (OTONEPUOAY JIMHHUNA HATTEPHbI
skcpeccun reroB Ppd-Bla u PHYC (cymmapHO W 1O OTHOCNBHOCTH) 3HAYUMO
KOPPENUpPOBAIM B TEMHOBOH MEpPHOA. DKCIPECCHPYSICh HOUBIO, (UTOXPOMBI 00pa3yroT
HeakTuBHYIO (Gopmy Dkp (puToxpom, mornormaronuii kpacHbiii cBer) (Kendrick &
Kronenberg, 1994; Terzaghi & Cashmore, 1995), koTopas He MOXET BJHITH Ha
HKCHPECCHUIO IPYTUX TeHOB. TakuM 00pa3oM, BBISBICHHAs KOPPEIsLUs JOJKHA 03HAYATh,
gyro Ppd-Bla, skcnpeccupysich HOUBIO, MO3UTHBHO BiMsieT Ha 3kcnpeccuto PHYC, a He
Haobopot. Jlnms PHYA MokHO HaOmogaTh TakKyl JK€ TEHACHIIMIO, HO 3HAYHMMBIX
KOppessiuil 00HapykeHO He ObLIO.

In silico anamu3 mpomMoTOpHON 007acTH TEHOB (UTOXPOMOB, BBISBHJI CAMTHI
CBsI3bIBaHUS peryisaTopoB orBera Response Regulators (TFmatrixID 0348 mis ARR2,
RR2 u TF_motif_seq 0268 mms ARRLAT) u mceBmo-perynstopoB otBeta Pseudo-
Response Regulators (TF_motif_seq 0252 mms APRR4), kortopeie mnpeanoyiararoT
BO3MOXXHOCTh PETYJSIUM TaKUMHU IICEBIO-peryistopamMu oTBeTa, kak PPD-1 rensl.
Jlpyrue BbISIBJICHHbIE CAlTHI CBSI3BIBAHUS JJIS1 TAKUX TPAHCKPUIIIMOHHBIX (DAKTOPOB, Kak
EPR1/RVE7, POC1/PIF3, FHY3/FAR1, SORLIP2AT, SORLIP1AT, npeamonarator
BO3MOKHOCTB OITIOCPEIOBAHHOW CaMOPETYIISAIINU PUTOXPOMOB. bblin Takxke 0OHapYKEHBI
TFBSSs, acconuupoBaHHbIe C BETEHHEM U (OTOMEPUOTUIECCKON PEryssIMen sl TaKhX
daxrTopos, kak GATA12, AtHB33, AtDOF1, SPL3, TEM1, STM, GBOX10NT, BSIEGCCR,
IBOXCORE.

Takum oOpa3om, JaHHBIE MO KOPPENSIIUK dKCIpEeccuu, aHanu3 npomoropa PHYC
HO3BOJISIOT TIPEANIONOXKHTh, uTo Ppd-Bla, skcrpeccupysch B TEMHOBOM MEPUOJ], MOXKET

MO3UTUBHO peryaupoBath skcipeccuto PHYC.
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3.8.2 Koppeasimun 3xcnpeccuu TaFT1

[Tarrepn skcnpeccuu TaFT1 koppenuposan ¢ PPD-1 renamMu y He4yBCTBUTEIBHBIX
K ¢poTonepuoay uHUM, y DUJI2 TaFT1 He skcnpeccuposaics. B mpomotope TaFT1 6butn
BBISIBJIEHBI 3JIEMEHTHI, ACCOLIMMPOBAHHbBIE C PETYJIALIMEN peryasTopaMu oTBeTa Response
Regulators u ncesmo-peryastopamu orBera Pseudo-Response Regulators ARR14, RR14,
PRR4, APRR2, ARR1, RR1 wu caiit cBsa3piBanus ARRI1AT. JlanHble >JIE€MEHTHI
IPEJICTABISAIOT COOOM BEPOSITHBIE CAMTHI IS perysiiuu skcrpeccuu TaFT1 nocpenctsom
npoaykroB PPD-1 reHos.

Kpome Toro, 3HaumMbie KOppeIsnuH ObUTH OOHAPYXEHBI MEXKIY NaTTepHAMU
skcnpeccun TaFT1 u PHYC-5A (p=0.75), TaFT1 u PHYC-5B (p=0.8) B cBeTOBOI#1 TIEpHO/I.
Housto ypoBenb skcmpeccuun TaFT1l Obul oueHb HHM3KUM, a (DPUTOXPOMBI B TEMHOTE
00pa3yloT HeakTUBHYIO popMmy. Takum 06pa3zom, MOKHO MPEATOTIOKUTh, UTO (PUTOXPOMBI
BIUAIOT Ha dKcnpeccuto TaFT1. TToatomy Obln mpoBeneH OuonH(pOpMaTUUESCKUN aHAIIN3
npomotopoB TaFT1l, KOTOphIil TMO3BOJMUI OOHAPYKHUTH CaWTBl [JJisi CBSI3BIBAHUS
TPaHCKPHUITIIMOHHBIX (PAKTOPOB, aCCOIMUPOBAHHBIX C peryisanuend ¢uroxpomamu: PILS,
POC1, PIF3, PAP3 (bHLH/bZIP), FHY3/FAR1 (FAR1), VOZ2 (VOZ), SORLIP1AT,
SORLIP2AT, SORLREP5AT, SORLIP5AT, RE1ASPHYA3. OGHapyxeHHas
KOppEeJALHS dKCIpeccur M aHanu3 npomotopa TaFT1 mo3BosisieT mpeamnojaokuTh, 4To
(bUTOXPOM SBJISETCS elle OJTHUM PETYISITOPOM SKCIIPECCUU TAKOTO BAXKHOTO JIJISI IIBETCHUS

MIICHUIIBI TeHa, kak TaFT1.

3.8.3 Oco0eHHOCTH MATTEPHOB IKCNPECCUN F'eHOB IBETEHHS Y JIMHMIA ¢

HEYYBCTBHTEJIbHBIM K (poTonepuoay aieiaem Ppd-Bla

VY nuaun Ppd-m nuku sKcnpeccuu MHOTHX TeHOB, HO He Ppd-Bla, Obliu CABUHYTHI.
Cnenyer 3ameTuTh, uto Jiuauu Ppd-m u Ppd-w, xots 06e conepxkar Ppd-Bla ot Sonora,
JIOCTOBEPHO OTJIMYAIOTCS 10 BpeMeHH IiBeTeHus Ha 4 nust (Ppd-m 3amBeraet paHbiie). Y
Ppd-m ecTp 1Be OMONHHUTENBHBIE WHTPOTPECCHH OT SONOra, KOTOphle HE OBbLIH
obuapyxenol y Ppd-w: Ha xpomocome 4D B oOmactu mapkepa Xgwml65 u B
NPUIICHTPOMEPHON 00acTH  xpomocoMbl 5B (Mapkepst Xbarc74, Xgwm67, Xgwm371,
Xgwm213). Jlokychl konmuecTBeHHbIX npu3HakoB (QTL) ayis BpeMeHn KoomeHus: ObLUTH

paHee uaeHTHHUIMPOBaHbI Kak Ha 4D, Tak u Ha xpomocomax 5B (Griffiths et al., 2009;
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Hanocq et al., 2004; Pshenichnikova et al., 2015). Ha 4D QTL 6bu1 0OHapykeH B 00J1aCTH
mexay mapkepamu WPt8836 m Xgwm165 (Griffiths et al., 2009; Pshenichnikova et al.,
2015). T'ensl, J10KaIM30BaHHBIE B JAHHON 00JACTH W aCCOLMHUPOBAHHBIE C PETYIIAIUCH
BpEMEHHU KOJIOLIEHMs, HeM3BecTHbl. Ha Xxpomocome 5B Obln BBISBIEH JIOKYC BpEMEHU
KOJIOIIIEHUS, aCCOIIMUPOBAHHBIN ¢ Mapkepom Xgwm371 (Hanocq et al., 2004).

B xozne nanHoii pabotel Ha MmaTepuane muHui nonyisuund RICL ot ckpemuBanms CS
X CS-5Bdic Obu1 BBISIBIEH JIOKYC B TPUIICHTPOMEPHOH 001acTH XpoMOcoMbl 5B,
aCCOLIMMPOBAHHBIA C pa3IU4YMEM IO BpPEMEHHU KousomieHus. [[ns manHoro jokyca ObLIH
BBIsABIEHEI TeHbl-KanauaaTel, FHY3/FARL, AP2/ERF, WRKY u ELF4.

Y muaum Ppd-m umHTpoOrpeccuss or Sonora Ha xpomocome 5B pacmnomnaraercs B
obmactu, comepxkameii FHY3/FAR1, a xpomocoma 5B nuuum Ppd-w momHOCTEIO
yHacneaoBada ot ®UJI2. Takum o6pazom, FHY3/FARL sBiseTcs XOpoIIMM KaHIUIaTOM
JUISL TOTO, 9YTOOBI OOBSICHUTH Pa3HUILY BO BpeMeHH KoJomenus simaui Ppd-m u Ppd-w.

YToOBl MPOBEPHTH, €CTh JIM Pa3HUIA B maTTepHax 3kcnpeccuu rera FHY3/FARL y
muani Ppd-m u Ppd-w ObuT MpoBeicH aHATU3 CYTOYHO! dKCITpeccuu. bputo moka3aHo, 4To
JKCIIpPEeCcCus JaHHOTO reHa Obiia Boimie y Ppd-m B 6 — 9 wacoB mocne paccsera (puc. 27).
[Matrepnsl sxcnpeccun FHY3/FARL 3HaunMo KOppenupoBaiy ¢ MaTTepHAMH SKCIIPECCHU
¢uroxpomoB u VRN-1. B rtemuoBoii mnepuon FHY3/FARL koppemuposan ¢ Ppd-Bl

HEYYBCTBUTEIBHBIX K (oTonepuoy jauauid (“Ppd-m”, “Ppd-w” u Sonora).

Ppd-m/Ppd-w

3 » ] » x® = = =

25 T

0 3 6 9 12 15 18 21

hours

Puc. 27. Tlarrepusl cyrounoi skcnpeccun FHY3/FARL. Cepbie o6mactu 0003HaYarOT
HouHOU mepuon (9 — 24 yaca) B knumaruyeckoi kamepe. Ha rpadukax mpencraBieH
OTHOCHUTEJIBHBIN YPOBEHb IKCHPECCHUH T'€HOB HEUYBCTBUTENBHBIX K (DOTONEPUONY MOUTH
W30TeHHBIX JUHUKA Ppd-m (3enenbiit) u Ppd-w (duoneroBslit). YpoBeHb 3KCIPECCUH
HopMHupoBaH oTHocuTenbHO TeHa 18S pPHK. I[lnanku mnorpemHocteit 0003HayaroT
omuOKy cpeaHero. 3Be310uku 00603Ha4yaroT 3Hauumsbie (P<0.05) pazmmuusi.
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I'naBa 4. O6cyxaenue

4.1 Jlokyc Ha xpomocome 2B, yckopsiromuii BpeMsi KOJIOIIEHUs] HA KOPOTKOM

JAHe, HeceT aJu1eb Ppd-Bla

OCHOBHBIMH JIETEPMUHAHTAMH PAHHETO KOJIOMICHUS Y MATKOM MIIEHUIIBI SBIISTIOTCS
TeHbl TOTPEOHOCTHU SPOBU3ALMU U T€HBI YYBCTBUTEIHLHOCTH K (DOTONEPUONY (ITMHE JTHSA).
[TosToMy y MccleayeMbIX MOYTH U30TeHHBIX Juauid Ppd-m u Ppd-0™, Ppd-w u Ppd-0% u
WX POTUTEIHCKUX COPTOB SONora (pannee konomenue) u OYJI2 (mo3nHee KOIOMIECHUE)
ObLT OompeesieH ajyIeNIbHBIN COCTaB JaHHBIX TEHOB. MeXy CECTPUHCKUMH JTUHUSIMU HE
Obul0 BbIBIAEHO pazauuuid 1o reHam VRN-1. Bce Tpu romeonoruyHblx reHa
MPUCYTCTBOBAIH B TUHUSX B TOMUHAHTHOM COCTOSIHUU. M3 TOTO MOXKHO C/IeN1aTh BBIBOI,
YTO TEHBl YYBCTBHUTEIBHOCTH K SPOBHU3AIMH HE BIHMAIOT Ha Pa3jduus 1O BpPEMEHH
KOJIOIIICHUSI HA KOPOTKOM JIHE Y UCCIIeAyeMbIX JHHUN (puc. 13). AHamu3 Takke mokas3a,
YTO COpTa W JIMHUU HE COJEPIKAT ONMHUCAHHBIX paHee JOMHUHAHTHBIX ayeneit renoB PPD-
1, xapakrepu3ylommxcs CTPYKTYPHBIMH HW3MEHEHHSMH TOCIEIOBAaTEIFHOCTH B
IPOMOTOPHOM 007acTH (Aenenuu Wik uacepuun). Takum oOpa3oM, JaHHbIE U3MEHEHHUS B
IPOMOTOPHOM 00JIACTH HE MOTJIM OBbITh NMPUYMHON Pa3iINuUid HCCIEAYEMBIX JHUHHUM MO
BPEMEHHU KOJIOIICHUSI.

SSR-reHOTUNHMPOBAHME C HCIOJIB30BAaHUEM PEMPE3CHTATUBHOTO KOJIMYECTBA
MapKepOB MO3BOJMJIO YCTAHOBUTH, YTO PA3JIMYHUS [0 BPEMEHU KOJIOIIEHHUS Yy TOYTH
W30TCHHBIX JIMHUW, TIOJIYYEHHBIX OT CKpemmBaHusg copra Sonora u DUII2,
acCOLIMMPOBaHbl C MHTpOrpeccuert Ha xpomocome 2B mexny mapkepamu Xgwml48 u
Xgwm388, yHaciemoBaHHON OT HEUYBCTBUTEIBHOTO K (hoTomepuomy copra Sonora. B
JaHHOM oOyacTh tokanu3oBad ren PPD-B1 (Mohler et al., 2004).

I'en PPD-B1 pano mepexoisiux K KOJIOIICHHUIO Ha KOPOTKOM JiHe JuHuK Ppd-m,
Ppd-w u poauTenbekoro copra Sonora e coaeprkan uacepuun 308 1m.H., XapakTepHOM s
nomuHaHTHOTO ayesns, onucanHoro Nishida et al. (Nishida, Yoshida, et al., 2013).

C ucnons3oBanueMm [P B pearbHOM BpeMeHH, ObLIO MOKa3aHO, YTO JTuHUK Ppd-m,
Ppd-w u Sonora xapakTepu3yrOTCcsl YBEIHMUECHHBIM YMCIIOM Komuii reHa Ppd-Bl, naHubIi
aiienb Obul 0003HaueH Hamu kKak Ppd-Bla®™". MexkonuitHass 001acTh JaHHOTO ajlIeis

XapaKTEPU3YyETCs TOU K€ MOCIIEA0BATEIBbHOCTRIO, YTO U Y cOpTOB Sonora 64, Timstein u
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C591. Tem He meHee, cekBeHupoBanue Ppd-B1a®™ amnens mokasano, 4To OH OTJIMYAETCS
or amreneid coproB Sonora 64, Timstein m C591 OmHOHYKICOTHIHOW [eneruen B
MPOMOTOpHOM oOsacTu. beutn Takke oOHapyxkeHbl Heckoibko SNP. SNP B Tperhem
9K30HE (+546 n.H.) oTiIMyan uccienyemslid aniens ot ajiens copta Chinese Spring, s
KOTOPOTO TaKXKe XapaKTePHO yBearueHHOE unciio kKopruid rera. SNP (-630 1.H.) 03BOJISLT
pa3nuyaTh YyBCTBHUTEIbHBIC W HEUYBCTBUTENbHBIC K (oromepuony auHuu. IToT SNP
(“G”) panee ObuT 0OHapyxeH y copToB Recital, Paragon u Winter-Abukumawase (Beales
etal., 2007; Diaz et al., 2012). IHTepecHO 3aMeTUTh, UTO TSI POJUTEIBLCKOTO copTa SONOra
U BCEX OCTAJIBHBIX TETpa- M T'eKCAIUIOUJIHBIX MIICHUI] B JAHHOW MO3UIUU XapaKTepeH
aykiaeotua “C”. Takum oOpazom, “G” B 3TOM MO3UIMK BCTpeuaeTcs penako (4 copra,
Biurroyass @UJI2). Tem He MeHee, HUKAKOW acCOLMAIMN MEXY YYBCTBHUTEIHLHOCTHIO K
doronepuony u nanaeiM SNP nokazano He Obuto (Beales et al., 2007; Diaz et al., 2012;
Nishida, Yoshida, et al., 2013).

Takum oOpa3oMm, Mbl MOKa3aldd, YTO MPUYUHOM HEUYBCTBUTEIBHOCTH K
¢doronepuoay, M, Kak CICICTBUE, PaHHETO KoJjomeHus auauid Ppd-m u Ppd-w sBisiercs
JOMUHAHTHBIN ayutens Ppd-Bla®™, a He u3MeHeHHUs B CTPyKType TreHa. JlaHHBIH aiesb
BIIEPBbIC OOHAPYXKEH Y JIMHUMN, KyJIbTUBUPYEMBIX HA TeppuUTOpUU Poccun.

Jluanu Ppd-m u Ppd-w, Hecymue nomuHanTHbIN amiens Ppd-Bla®™, nepexomsr
KOJIOIIIGHUIO HEMHOTO IMO3JHEe JIMHWW, HECYIIMX JOMUHAHTHBIM amwiens Ppd-Dla
(Kucenea wu ap., 2014). Takue pa3nuyuss MOTYT NPEACTABIATH HMHTEPEC IS
CEJICKIIMOHEPOB, MOCKOJIbKY OHHU JAIOT JOMOJHUTENbHYI0 BO3MOXXHOCTh MOAYJIMPOBATH
BpEMS KOJIOLIEHUSI Y HOBBIX COPTOB B 3aBHCHMOCTH OT paiioHa Bo3fenbiBaHus. OIHAKO
ClelyeT YYMTBIBaTh TO OOCTOSITENBCTBO, YTO HEUYBCTBUTEIBHOCTH K (poTomepuony,
0o0ycloBJlIieHHAass HE HYKJICOTHUJIHBIM H3MEeHeHueM nocienoBarenbHocty PPD-B1, a
YBEJIMUEHUEM YHCIIa KOTIHIM JaHHOTO r'eHa, MOYKET HE BCErJla BOCIIPOU3BOAUTHCS Y COPTA B
IpoIecce ero KyJbTUBHpOBaHUA. llpuumHa 3TOr0 — BO3MOXKHAsA W3MEHUYHUBOCTH
(YBEenMUEeHME UM COKpaIlleHHe) YKciia KON reHa B pe3ysibrate pekomonnanuu (Diaz et
al, 2012). Tem He MeHee, copra ¢ jaomMuHaHTHbRIMH Ppd-Bla amrensmu,
XapaKTePU3YIOMINECs YBEIUYCHHBIM YUCIIOM KOIHW, IMUPOKO BO3EIBIBAIOT 1O BCEMY
mupy. Tak, Ttakme aminenu oOHapyxkeHbl Yy 17 % cOpTOB MSTKOW MIICHMIIBI,

KynbTHBUpYyeMbIX B EBporie (CeBepHas u FOxHas), y 61 % coproB Kuras u fAnonuu, y 17
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% AdpukaHckux copToB, y 26 % coptoB CeBepnoit u 57 % IOxuoit Amepuku, y 25 %

Ascrpanuiickux coptoB (Tibor Kiss et al., 2014; Cane et al., 2013).

4.1.1 TpanckpunuuoHHbie paxkTopsl, o0mmue 15 Bcex PPD-1 renos

PPD-B1 sBnsieTcs eanHCTBEHHBIM TeHOM ceMeiictBa PPD-1, nist koToporo onucansl
HEYYBCTBUTEINbHBIE K (DOTONEPHOTY aJllIeu, 00YCIOBIEHHbIE YBEIMUEHUEM YHCIIa KOTUH.
Tem He MeHee, Mal0 YTO M3BECTHO O MEXAaHM3MaX, JISKAIIMX B OCHOBE HM3MEHEHUS
IKCIPECCUUH JAaHHOTO AJJIEIIs.

Panee ObuIO chenmaHo MPEANONOKEHUEe, YTO JENICMd B MPOMOTOPHBIX 001aCTsIX
HEUYBCTBUTENBHBIX K (otomepuony amieneid Ppd-Ala m Ppd-Dla oOycnaBmuBaroT
M3MEHEHHE YKCITPECCUH COOTBETCTBYIONIMX I€HOB M3-3a HCUE3HOBEHHUSI CaliTa CBSI3bIBAHUS
pernpeccopa CHE (CCA1l HIKING EXPEDITION) (Wilhelm et al.,, 2009). MoxHo
NIPEIIOI0XKHUTh, YTO HapyIIeHue dKcnpeccuu awiens Ppd-Bla ¢ yBenuueHHBIM ymcioM
KOTIMH SIBJISIETCS PE3YIBTATOM TOTO, YTO YUCIIO KOMUI TeHa YBETNIHBACTCS, & KOJMYECTBO
perpeccopa ocTaeTcsi HeM3MeHHBIM. Ho B TakoMm ciydae HaOII0aoch Obl M3MEHEHHE
skcnpeccuu Bcex reHoB PPD-1. Beuto moka3zaHo, uto HapyiieHHas skcnipeccus Ppd-Bla ¢
YBEIIMYCHHBIM YHCIIOM KOMUi He BimseT Ha skcnpeccuto Ppd-Alb u Ppd-D1b (Shaw et
al., 2012). Takum oOpa3oM, IpeAOI0KEHHE O PO KoiauuecTBa konuii PPD-B1 npotus
KOJINYECTBA PETpPeccopa MOKHO OTBEPTHYTb.

J11st TOro, 4T0OBI BBISIBUTH BO3MOXHBIE ()aKTOPHI, BOBJIEUEHHBIE B peryisuuio PPD-
B1, no ne PPD-A1 u PPD-D1, 661111 npoananu3upoBaHbl IPOMOTOPHBIE 00JACTH TAHHBIX
TeHOB Ji7isl BbIsiBNIieHUs (1) caliTOB CBsI3bIBaHUS TPaHCKPUNIIMOHHBIX (akTtopoB (TFBSS,
Transcription Factor Binding Sites) ob6mmx mns Bcex renoB PPD-1 u (2) caiitoB
CBSA3BIBAHMS TPAHCKPUIIIIMOHHBIX (PakTOpoB, cienuduunbix st PPD-B1 rena.

Ha ocHoBaHuu mpHupoIbI BOCIPUHUMAEMOTO UMHU CUTHANA, UX MOKHO Pa3/IeiIUTh Ha
TPU TPYMIBL: pPEryaupyeMble (UTOXpPOMAMH, HUPKAJTHBIMH PUTMAMH WJIH CBETOM.
[ToxpobHOE onucanue ITUX TPAHCKPHUIIIMOHHBIX (DAKTOPOB MPEACTaBICHO B Ta0M. 2.

HenaBno Owbuto mokazano, uto PHYC u PHYB perymupytor skcnpeccuto PPD-1
(Chen et al., 2014; Pearce et al., 2016). DT reHbl SBISIOTCS BOXHBIMH PETYJIATOPAMU
¢doronepruouueckoil 4yBCTBUTEIbHOCTH M nBereHus y mmenuibl (Chen et al., 2014;

Pearce et al., 2016) u sumens (Hanumappa et al., 1999; Szucs et al., 2006; Nishida,
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Ishihara, et al., 2013). Jlokamu3zamus PHYA Ha xpomocomax 4 rpymmbl ObLTa BBISBICHA
(Ogihara et al., 1994), Ho HUKaKKX B3aMMOCBS3EH JAHHOTO JIOKYCa C BPEMECHEM I[BETCHHSI
onucano He Obuto. Tem He MeHee, PHYA sBnsercs BakKHBIM PEryJsaTOPOM BpPEMEHHU
[IBETEHUS] Y MHOTHX BHJIOB PacTCHHUH, Hanpumep y apadumorcuca (Johnson et al., 1994;
Neff & Chory, 1998). Takum o0pa3oM, H3y4eHHE IOCIEAOBATEIBHOCTEH M (HYHKIIHIMA
PHYA y 31akoB MOXeT NOMOYb B H3YyYEHUUM MEXAHU3MOB (POTONEPUOANUECKON
YyBCTBUTEIILHOCTH W TBeTeHUs. Vcxonms W3 JaHHBIX, MOJYYCHHBIX B XOJC aHaIM3a
MIPOMOTOpPHOM 06s1acT TeHOB PPD-1, M0OXHO TIPEeAMONI0KHUTH, YTO IKCIIPECCHSI dTUX TCHOB
perynmupyercsi GUTOXPOMAMH TTOCPEICTBOM TaKMX TPAHCKPHUIITMOHHBIX (PaKTOPOB, Kak
PIF3, PIL5, FHY3/FARL, RVE7/EPR1, VOZ2 u HEKOTOPHIMH HEM3BECTHBIMH (PaKTOpaMHU
C WICHTU()UIMPOBAHHBIMH caliTaMu CBs3bIBaHWs, Takumu Kak SORLIP2AT,
SORLIP1AT, REIASPHYAS.

brino cnenano npenanonoxenue, uto reHsl PPD-1 HaxoasTes Takke 1Moy KOHTPOJIeM
IUpKaIHOTO ocImuIsiTopa Kak y minenuisl (Chen et al., 2014), tak u y sumens (Faure et
al., 2012). Ha maHHBIFi MOMEHT T'€HBl UPKAIHBIX PUTMOB IIICHHUIBI M3y4EHBI CIa00 U
€AMHCTBEHHBIN T'eH, JJIi KOTOPOro MoKa3aHo BIUsHHE Ha skcrnpeccuto PPD-1 — WPCL
(Mizuno et al, 2016). Hamu ObuIM WACHTU(PHUIMPOBAHBI CAWTHI CBS3BIBAHUS
TPAHCKPUIIIMOHHBIX (PAaKTOPOB, KOTOPbIE MOTYT OBITH BOBIJIeUEHBI B perynsauuio PPD-1
reHoB rupkagaeiMu putMamu: RAV1, TEM1, TEM2, RVEL, CCAL, LHY, CHE.

AxruBanuto reHoB PPD-1 ¢uroxpomom PHYC cuutaror cBero3aBucumoii (Song et
al., 2015). B0o3MOXHO 3TOT MpOIECC OMOCPEIOBAH TAKHMMHU TPAHCKPHUIIIHOHHBIMH
dakropamu, kak GATA2, GATA12, GT-1, AtMYC2 u HEKOTOpHIMH HEM3BECTHHIMHU
dakropamu ¢ UIEHTU(HULIHPOBAHHBIMU cailTamu cBs3bIBaHMs, TakuMH kak BOXIIPCCHS,

TBOXATGAPB, IBOXCORENT, LREBOXIIPCCHS1, IBOXCORE.

4.1.2 Cneuuduunbie 1Js1 rena PPD-B1l TpanckpunuuoHHbie pakTopbl U UX

BEPOSITHOE YYACTHE B PEeryJIAMU IKCIPECCHH TaHHOI0 F'eHa

BrisBiieHHBIE TpaHCKPUIIIMOHHBIE (DAKTOPBI, aCCOIMUPOBAHHBIE C BpPEMEHEM
KOJIOIICHUST WM ITUPKAaTHBIMU pUTMaMu u crneruduunbie s reHa PPD-B1, caiiter
CBSI3BIBAHMSI KOTOPBIX OBUTH OOHAPY)KEHBI, TPUHAJICIKAIN K CICAYIOMUM CeMercTBam:

AP2, C2H2, MADS box/MIKC. Takxe OblLTH HASHTHDHUIMPOBAHBI CANTHI CBA3BIBAHHUS,
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TPAHCKPUIIIIMOHHBIE (aKTOPBI Il KOTOpPhIX He Obutk ycTaHoBieHbl: RBCSGBOXPS,
REBETALGLHCB21, LEAFYATAG, SORLIP5AT, MNF1ZMPPCI1. IlompoGHoe
OIMHMCaHUE ITUX TPAHCKPUTITMOHHBIX (PAKTOPOB MPHUBEICHO B TA0I. 4.

Cpenu TpaHCKPHUIITMOHHBIX (PaKTOPOB, ACCOIMMUPOBAHHBIX CO BPEMEHEM IIBETECHUS,
obutn renbl u3 cemeiictB MADS-box u MIKC. HekoTophble 13 HUX SIBIISIOTCS aKTHBATOPAMHU
[[BETEHUs, Apyrue — penpeccopamu. Tak, wHanmpumep, AGL19, AGL6 u AGL14
CTUMYJIHPYIOT Tiepexo K nBetenuto (Schonrock et al., 2006; Koo et al., 2010; Pérez-Ruiz
etal., 2015). Ho 6onbmas yacte MADS box Tpanckpununonssix ¢pakropos — FLC, MAF2,
AGL69, AGL68, FLM, AGL15 u AGL18 - HeratuBHO pEryJHpYIOT IEpPEXO] OT
BEreTaTMBHOM K TeHepaTuBHOM ¢a3e pasputus (Michaels & Amasino, 2001; Scortecci et
al., 2001; Ratcliffe et al., 2003; Kim & Sung, 2010; Gu et al., 2009; Gu et al., 2013;
Scortecci et al., 2003; Adamczyk et al., 2007). Bsuo nmokasano, uto FLC, MAF3 (AGL70),
FLM (MAF1,AGL27), MAF2 (AGL31l) u MAF4 (AGL69) B3anmMOCHCTBYIOT APYr C
IpyroM st oOpa3oBaHUS SACPHOTO KOMIUIEKCA, OTBETCTBEHHOTO 3a IOJIABJICHHE
nserenus (Gu et al., 2013).

BeposiTHBIM ~ caliTOM  CBSI3bIBAaHHUS  OOJIBIIMHCTBA ATHUX TPAHCKPUIITMOHHBIX
dakTopoB, 3a uckimodeHueM AGL1S, sBiasercs omHa M Ta K€ IMOCIEIOBATEIHLHOCTD,
TFmatrixID_0503. MotuB TFmatrixID 0503 sBnsercs caiitom cBsassiBanuss MADS
TPAHCKPHUITIIMOHHBIX ()aKTOPOB HE TOJIBKO y apabuIoncuca, HO TAKKe U 'y Opaxurnoanyma,
puca u copro. beito mokazaHo, 4To 3TH (aKTOPHI BOBJICYCHBI B MEXaHU3MBI TIepexoa K
I[BETCHHIO U OTIpeIeICHHIO BpeMeHH 1BeTeHus y puca (Lee et al., 2004; Ryu et al., 2009).
Hampumep, OSMADS50 ctumynupyet netenue, a OSMADSS6 siBnsieTcss HEraTUBHBIM
perynstopom mepexona k 1sereHuio (Ryu et al., 2009). Jpyrumu moayiasTopamu
I[BETCHHS puca M3 JaHHOTO cemelicTBa sBistorcss OSMADS7 u OsMADS8 (Kang et al.,
1997).

VY nmenunbi MADS-renbl Toxke Obutu maeHtuduuuposansl (Zhao et al., 2006).
Hekotopsie u3 Hux sBisiroTes romonoramu MADS renos puca OSMADS8 (OSMADS24) u
OsMADS7 (OsMADS45), kotopbie MOTYT BIUsTh Ha Bpems nBerenus (Shitsukawa et al.,
2007). Tem He MeHee, HET HUKaKOW MHQOpMaIu o caiitax cBs3piBaHus MADS-reHoB y
MIICHMIIBI, TAK YTO MOYKHO TOJIBKO MPEAIOJIarath BO3MOXHOCTb UX CBS3BIBAHUS C TAKUMU

ke cailiTaMy, KaK y apabujiorncuca u puca.
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ComocTaBysis JaHHBIE O PETYJISTOPHBIX dJIeMeHTax B mpomoTope reHa PPD-Bl ¢
JaHHBIMM 00 OOIIMX TPAaHCKPUIILMOHHBIX (akropax romeonsornyHeix PPD-1 renos,
MOXHO TMPEINOJI0XKHUTh, YTO OCHOBHYIO POJIb B HapyiieHuu skcmpeccun Ppd-Bl c
YBEITWYCHHBIM YHCIOM KOTUH BEIMOTHIIOT MADS-rens1. MHOTHE U3 3THX T€HOB SIBISIOTCS
pernpeccopamu  1BeTeHHus. Bo3moxno, Ppd-Bla ¢ yBelMYCHHBIM YHCIOM KOMHI
NPOIOJDKAET SKCIIPECCHPOBATHCS B TEMHOBOM TMEpPHOJ M3-32 TOTO, YTO KOJHYECTBO
cnenu(UIHOTO AJIS TaHHOTO TeHa Perpeccopa YMEHBIIIAETCS B IEpecueTe Ha OAHY KOIHUIO

réHa.

4.2 Jlokyc B NpHIIEHTPOMEPHOIi 00J1acCTH XpOMOCOMBbI 5B, Biausiromuii Ha

BpPEMSH KOJIOIICHUA, U TCHbI-KAHANIATbI JJIs1 )IaHHOﬁ 00J1aCTH

Bpems xonomenust Chinese Spring u nuauu Chinese Spring ¢ xpomocomoii 5B,
3aMeneHHo Ha XpomocoMy 5B or T. dicoccoides mpu pasButum 0e3 sSpoBH3AIUU
3HAQYUTENIIBHO  OTJIMYanoch.  Jns  oOBACHEHHS  MAHHOTO  pas3iuuus,  ObUIK
IPOaHATM3UPOBAHBI U3BECTHHIC TEHBI, JIOKAIM30BaHHBIC HA TAHHOW XPOMOCOME, KOTOPHIE
MOTYT BIUSITh Ha BpeMsi KonomeHus. beinm mpoenen QTL-anann3 Ha OCHOBaHUU
FeHeTHYeCKOM KapThl XpoMocoMmbl 5B (pa3paboranHoit ¢ wucnoib3oBaHueM SNP-
MapkepoB) U ¢eHoTunuueckoro ananusa nomyssiun RICL.

Pacnipenenenue JIMHUNA 1O BpeMEHHM Mepexojia K KOJOWIEHUIO0 (puc. 23) MOXKeT
TOBOPUTH O KOJMYECTBEHHOM XapakTepe Mpu3Haka. [1oCKoNbKy pa3indusi Mo BpeMEeHU
KOJIOIIEHUSI HAONOJAMNCh TOJNBKO Y HESIPOBH3MPOBAHHBIX PACTCHHH, MOXKHO
MPEIOI0KHUTh, YTO 3TU PA3NIAYMs MOTYT OBITH CBS3aHBI C TEHAMU CHCTEMBl OTBETa Ha
SPOBU3ALIHUIO.

Ha Bpemsi KoJomeHHs MATKOW MIICHUIBI OKAa3bIBAIOT CHIJIBHOE BIIMSHUE TEHBI
norpedHocTH B sipoBu3aiuu (Worland, 1996). Tem He MeHee, OlIeHKa yPOBHS SKCIIPECCHU
(Kiseleva et al., 2016) u QTL ananu3 nmokaszanu, uro VRN-1 He cBs3aH ¢ pa3aIudusIMH 110
BpPEMEHH KOJIOIIEHHS Tommysiiun ot ckpermBanus CS x CS-5Bdic.

Jpyron JOKyC, pacloJIO)KEHHBIM Ha XpoMocoMe 5B U BIMAIOMIMKA Ha BpeMs
kosomenuss — red PHY-C (PHYTOCHROME C), xoaupyromuii perentop cCBeTa

¢duroxpom C (Chenetal., 2014). Ha xpomocome aHHBI reH JToKanu30BaH 0ym3ko kK VRN-
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B1 (Wiebe et al., 2010), u cBsi3u JAaHHOrO JOKyca C BapHalldeil BpeMEHH KOJIOIICHHUS
M3y4aeMBbIX JTUHUHI He ObUTO 0OHapyskeHo 1o pe3ynbratam QTL-ananmsa.

B pabore Zanke et al. (Zanke et al., 2014) G610 mMOKa3aHO, YTO MapKep
Kukri ¢10016 369 na xpomocome 5B accouuupoBan ¢ BpeMeHEM KOJOIICHHUS. DTOT
JIOKYC, TOMOJIOTHYHBIH reHy HA6 prica, BHOCUT 3HaYMTENbHBINA BKIaa B (HOPMHPOBAHHUE
BpeMeHH Kojomenus mmeHuipl (Zanke et al.,, 2014). Mapkep Kukri ¢10016 369
OKa3aycs NOTMMOP(PHBIM Y H3y4aeMbIX JIMHUAN, Ha TEHETHYECKON KapTe OH JIOKAJIH30BaH B
nosutnu 33.4 cM, psanom ¢ VRN-B1, pacnonoxennsim B mo3uiuu 33.4 ¢cM. Hukakux
3HaunMbIX QTL B 3TOM paitoHe Takxke He ObLIIO OOHAPYKEHO.

Takum 06pa3om, BapbHUpOBaHKE BPEMEHU KOJIOIICHHSI, HAOJt0IaeMO€e Y paCTeHHIA, He
HIOJIBEPTHYTHIX SIPOBH3AINH, He ObLT0 cBsizaHo ¢ reHamu VRN-B1, PHYC u Hd6.

Kpome pacecmoTpennbix Boiiie reHoB VRN-B1, PHYC u Hd6, Ha xpoMocome 5B ObLiu
BBISIBJICHBI M JIPYTUE JIOKYCBI, KOTOPhIE MOTYT BIHATH Ha Bpemst konorrenus (Milec et al.,
2014). 3Oro nokycsl, acconuupoBannbie ¢ Mapkepamu ACA.CTAL13/CTCG.CAT7 (Marza
et al., 2006), Xwmc745-Xcfa21215B.2 (Griffiths et al., 2009), Xgwm371 (Hanocq et al.,
2004), wPt-9814 u wPt-4551 (Le Gouis et al., 2012).

Jlnst BceX 3THX pallOHOB, PACIHOJIOKEHHBIX HAa JUIMHHOM IIJIeYe XpOMOCOMBI 5B
(5BL), 6p111a MOKa3aHa CBsI3b CO BPEMEHEM KOJIOIICHUS, HO OOJIBITMHCTBO U3 HUX HE ObLITU
CBSI3aHBl C NIPULEHTPOMEPHBIM pPallOHOM. TOJBKO JOKYC €pPS, aCCOLUMHUPOBAHHBIN C
mapkepom Xwmc/3 (Téth et al., 2003), nokanuzoBan B mpuiieHTpoMepHo obmactu SBL.
Ho HuKakux TreHOB-KaHAWAATOB IJisi HEro He Obuio mpennokeHo. Earliness per se
MPEJICTAaBISET COOO0W Pa3HUILy IO BPEMEHU KOJIOIICHUS PACTCHUM, YbH MOTPEOHOCTU B
spoBuzanuu U (otonepuoae Oblau yrosiaeTBopeHsl (Kato & Wada, 1999). B namem
WCCJICIOBAHUY Pa3HHIIA HAOIIOAANIACh Yy HESIPOBU3UPOBAHHBIX PACTEHUH, OTKYAa MOXKHO
MPEIOJIOKUTh, YTO JIAHHBIM TPH3HAK OIpEACNseTCS H3MECHECHUSIMH B MEXaHHW3Max
nHunuanuu usetenus. Kpome toro, BoisiBnienubii QTL nokann3oBaH B NpUILIECHTPOMEPHOM
001acTu Kak JJIMHHOTO, TaK ¥ KOPOTKOTO IJIe4a XpOoMOCcOoMbI SB.

J5is TOro, 9TOOB!I BBISIBUTH MOCIIEAOBATEIBHOCTH Ha XpoMocoMme SB, Biusromme Ha
(dopmupoBaHIe BpeMEHH KOJIOIIEHUS, ObLIO POBEAECHO CpaBHEHHE TOCIIEI0BATEIbHOCTEH
MapKepoB W3 BhIABIEHHOW oOmacth QTL OTHOCHTENPHO TEHOMOB HECKOJBKUX BHUIOB
pacTeHuil — Opaxumoanyma, puca, SIYMEHsS, MATKOW MIICHWIbI, MIICHULb YpapTy H

OIMJIoIica Tayum beun BBISIBICHBI MMOoCJICAOBATCIIBHOCTHU, BOBJICHCHHHBIC B IMPOLCCCHI
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ajanTaguu K cTpeccy, Meradbonu3My (UTOTOPMOHOB, LUTOKUHE3Y, MEXKKIETOUHOMY
TPaHCHIOPTY, QOJIIIUHTY OEJIKOB U (DOTOCUHTESY.

HauOosiee BeposATHBIMU KaHAMJATAMM Ha pOJIb T€HA, BIMSIOIIErO Ha BpeMs
KOJIOUIEHUS], OKa3alIuCh 4 MOCIEA0BATENbHOCTH — TpaHCcKpunuuoHHble gaktopbl WRKY,
ERF/AP2, FHY3/FAR1 u ren ELF4.

Bo3M0XHOM MPUYMHON 3a0EPKKM BPEMEHHN KOJIOWIECHMS Y JIMHUM C UHTPOTPECCUEH
xpomocombl 5B T. dicoccoides mMoxker OBITH pa3iuuue MPOUCXOXKICHUS CTPYKTYPHBIX
IEHOB, BIUSIOUIMX HAa BpeMs KOJOUIEHMsS, U TPAHCKPUIILUOHHBIX (PaKTOPOB,
PETYIHUPYIONINX aKTUBHOCTh JJAHHBIX FeHOB. PaHee ObUIO yCTaHOBIEHO, YTO U3MEHEHUE
HKCIPECCUN TEHOB SBJSETCS XapaKTepHBIM Uil MEXBUAOBBIX TruOpunoB. Hampumep,
ocia0JieHHass JKCIPECCHsl HHTPOTPECCHPOBAHHBIX TEHOB ObUTa Tmoka3aHa s F3h
(Khlestkina et al., 2009) u ans reHoB ycroitunBocty K amomuauio (Gustafson & RosS,
1990) y nieHHYHO-pKAHBIX THOPHIOB. Y JTMHHU IMIICHUIBI C KHTPOTPECCUSIMHE OT STYMCHS

TaKke OBUIO BBISBICHO CHIDKEHHE JKcrpeccun MHOecTBa reHoB (Taketa & Takeda,

1997).

4.2.1 WRKY MoKeT KOHTPOJMPOBATh HHUIUAIUIO IBETEHUS

Oo6HapyXxeHHas MOCJIE/I0BATEIbHOCTh Traes 5BL_17A712C94.2
XapaKkTepU30BaJlach MPOTHKEHHOCThIO 2.84 T..H. M cojepxkana 6 BEpOSTHBIX 3K30HOB
(puc. 28). bein BeiBieH WRKY-momen (WRKYGQK wMotuB — 10 Ha3BaHUAM

aMUHOKUCJIOT), XapakTepHblii ans reHoB WRKY.

2.84 kb Forward strand g

.
.

Puc. 28. Crpykrypa nocnenoBatensHocTi Traes 5BL_17A712C94.2 (Ensemble Plants
2015). TIpsiMOyroibHUKHA O0O3HAYAIOT 3K30HBL. 3aKpallieHHas o0JacTh 0003HayYaeT
KOAMPYIOLIYIO ITOCJIE10BAaTEIBHOCTb.

V¥ pactenuit WRKY sBisieTcst KiltoueBbIM peryasiTOpOM MHOTHX ITPOLIECCOB, BKIIKOYAs
OTBET Ha OMOTUYECKUN 1 a0MOTHYECKHI CTpeCChl, CTapeHUe, TOKOM U MPOpacTaHUE CEMSIH,
pasBuTHe TpUXOM, ydacTue B curHauinare ABK (aGciiu30oBoit KHCIIOTHI) U peryIupoBaHue
ycroitunBocTH K 3acyxe (Rushton et al., 2012; Johnson et al., 2002; Wang et al., 2007; Luo,
Sun, et al., 2013; Luo, Xi Bai, et al., 2013).
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VY cou TpanckpunuuoHHble (akTtopsl cemeiictBa WRKY KOHTponupyrT Hauajo
nseterns. GSWRKY?20 yckopsier nBeTeHre pacTeHUil MyTeM PeTysluy TeHOB IIBETCHUS
U TeHOB MACHTHYHOCTH (iopanbHbIX Mepuctem (Luo, Sun, et al., 2013). lns MIWRKY12
MICKaHTyca TaKKe OblJla yCTaHOBJICHA pOJib B KOHTpoJie nBereHus (YU et al., 2013).

Tem He MeHee, Mallo M3BECTHO O cTpoeHUU U QyHKIUSIX reHoB WRKY y msarkoi
mmennnsl (T. aestivum) (Zhu et al., 2013). beuio mokasano, uto reasl WRKY msrkoii
MIICHUIBI YIaCTBYIOT B YBSIAHUU JIUCTHEB U PEaKIMU Ha abmoTudeckuii ctpecc (Zhu et
al., 2013), ycroitunBoCcTH pacTeHHI K HavaabHBIM cTaausm onencHerus (Talanova et al.,
2009). benku WRKY wurpator BaxHyoo poib B ABK-curHanmure, Ba)KHOM Kak JUIs
YCTOMYMBOCTH K CTPECCOBBIM (haKTopam, Tak U JJis pa3Butus pactenuii (Xu et al., 2014).
['enst TAWRKY ydacTByIOT B OTBeTe Ha aOMOTHYECKHE cTpeccoBbie Bo3zaeiicTBus ABK-
3aBucHMBIM criocooom (Zhu et al., 2013; WANG et al., 2013). Tem He MeHee, HUKaKOMH

B3auMocBs3u WRKY reHoB ¢ koomieHnem y MieHHIIbl BHISBICHO HE ObLIO.

4.2.2 ERF/AP2 BoBJieueH B (hopMHUpOBaAHHE CTPYKTYP IIBETKA

Oo6HapyXxeHHas MOCJIEI0BATENILHOCTD Traes_5BL_63E444E80.2
XapakTepHU30BaIach MPOTSHKEHHOCTHIO 2.93 T.IL.H. U coaepkana 4 sk30Ha (puc. 29). beuiu
BBISIBJICHBI JTOMEHBI, XapaktepHbie s reHoB AP2 (Apetala?) / ERF (Etilen Response

Factor).

283kb Foreard sirand g

|
Puc. 29. Crpykrypa mocnenoBarenbHocTH 1raes S5BL_63E444E80.2 (Ensemble Plants

2015). IIpsimoyrospHUKHM 0003HAYAIOT AK30HBL. 3aKpalieHHas o0jacTh 0003HAYaeT
KOJIUPYIOIIYIO MTOCIIEI0BATEITHHOCTD.

W3BecTHO, uT0 TeHbl cemelictBa ERF/AP2 BoBjeueHBI B peakinio Ha 3acyxy,
3acoJjieHHe, N3MEHEHHE TEMIIEPATyp, YCTOWIHBOCTH K 3a00JI€BaHUSAM U KOHTPOJIE BPEMEHU
nserenust (Yamaguchi-Shinozaki & Shinozaki, 2006; Zhuang et al., 2009). AP2
apabuyorncuca sBISETCS HauOoJee XOPOIIO OXapaKTEPU30BAHHBIM T€HOM JTOTO
cemerictBa. AP2 xonupyeTr TpaHCKpUIIIMOHHBIN (haKTOp, BOBJICUEHHBIN B (hOpMHUpOBaHUE
¢uopansubix Mepuctem (Irish & Sussex, 1990), ompeneneHne MISHTHYHOCTH OPTaHOB

nsetka (Kunst et al., 1989) u perymsiuio skcrpeccru roMeo3uCHbIX TeHoB 1BeTka (Drews

etal., 1991; Mandel et al., 1992) y apadbumoncuca (Kim et al., 2006).
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4.2.3 FHY3/FARL1 yuacTByeT B nmepeaaue curuajia ot ¢uToxXxpomMon

OO6HapyxeHHas MOCJIEIOBATENBHOCTD Traes 5BS BCC406654.2
XapaKTepHU30BaNach MPOTHKEHHOCTHIO 3.17 T.IL.H. U conepxana 4 sk30Ha (puc. 30). beun

BBISIBIICHBI TOMEHBI, XapaktepHbie st renoB FHY3/FARL.

- Reverse strand 317 kb {

Puc. 30. Crpykrypa mocienoBarenbaoct Traes SBS BCC406654.2 (Ensemble Plants
2015). IIpsmoyrompHUKH 0003HAYAIOT DK30HBL 3aKpallleHHas 00jacTb 0003HAYaeT
KOJHPYIOIIYIO MTOCIIE0BATETHHOCTD.

FHY3 u FAR1 sBnstoTCS TpaHCKPHUMIIMOHHBIMU (HaKTOpaMu, MPOU3OMIEAIIUMHI OT
npeBHUX TpaHcmno3as. M3sectHo, yto FHY3 u FAR1 yuactByror B PHY A-curnanunre y
Beiciux pactenuit (G. Li et al., 2011), a PHYA (puroxpom A) HHIYyIHUPYET IBETCHHE Y
apabunorncuca (Johnson et al.,, 1994; Neff & Chory, 1998). beuia Takke mokasaHa
3HaunMast poib FHY3 B perymsnuy nupkagHbslX pUTMOB U KOHTPOJIE BPEMEHHU IIBETCHUS
yepe3 perymsanuio ELF4 (EARLY FLOWERING4) (G. Li et al., 2011). ITo3nnee ObLI0O
noareepxaeHo, uro FHY3 u FARL unterpupyioT cBeTOBOI CUTHAN B IIUPKAJHbIE PUTMbI
U PErylupyroT JeJeHHE XJIOpOIUTaCTOB TMpsAMBbIM Bo3jaeiicTBueM Ha ELF4 wu
ACCUMULATION AND REPLICATION OF CHLOROPLASTS5 (ARC5) (Limin &
Fowler, 2006; G. Li et al., 2011; Ouyang et al., 2011). In silico ananu3 1uc-31eMeHTOB
puca nokasai, uro FARL/FHY3 BoBiieueH B oToneproanuecKkuii OTBET, 00YCIOBICHHBIH

perymsuueit PHY A (Mongkolsiriwatana et al., 2009).
4.2.4 ELF4, ren nuupkagHbIX pUTMOB pacTeHHil

OO6HapyxeHHas IIOCJIEI0BATEILHOCTD Traes SBL ECI1F3715B1.2
XapaKTepru30Bajiach MPOTKEHHOCThIO 1.33 T.1m.H. U conepxkana 1 sx30H (puc. 31). bt
BeisiBnieH qomen DUF13 (Domen of Unknown Function), xapakrepnsrit s rena ELF4
(EARLY FLOWERINGA4).

=t R e strand 133 kb !
Puc. 31. Ctpykrypa nocnenosatenbroctu Traes SBL EC1F3715B1.2 (Ensemble Plants
2015). IIpssmoyronpHUKH 0003HAYAIOT DK30HBL 3aKpalleHHas 00jacTb 0003HaYaeT
KOAMPYIOUTYIO IMTOCJIEI0BATEIHHOCTb.
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Jns apabuponicuca ObuTO Moka3aHo, uTo ELF4 sBrisercs BaXHBIM KOMIIOHEHTOM
«BEYEPHETO KOMILIEKCA» ELF4-ELF3-LUX, T'€HOB HUPKATHBIX PUTMOB,
SKCIIpeCCUpYIONMXcs B BeuepHue dachkl. ELF4 mpemoTBpalmaer accoruaiuioo JTaHHOTO
KOMILIeKca ¢ qpyrumu Oenkamu, Takumu kak CRB u EFLs (Huang et al., 2016). Kpome
TOro, OBLIO MMOKa3aHo, 4TO MyTaHThI €lf4 apabumoncuca XxapakTepu3yIOTCs HapyIICHHEM
PUTMHUYHOCTH SKCIIPECCHH TeHOB IUpPKaHbIX dacoB (Herrero et al., 2012). V saumens Obu1
obnapyxen ren HVELF4-likeA, otHocsammiics k cemeiictBy ELF4 (Calixto et al., 2015),
MYTaIus 110 KOTOPOMY Y apaOHuI0IICHca PUBOIAMT K TAKOMY e (PEHOTHUITY, KaK U MyTaIlus
o ELF4.

TakuM  00pa3oM, HaMd  BIEpPBbIC  OBUIM  ONWCaHbl  T'€HbI-KAHIUJATHI,
aCCOIIMMPOBAHHBIC C PA3JIMYMEM II0 BPEMCHH KOJIOIICHHS, W JIOKAJIW30BAHHBIC B

MPUIIEHTPOMEPHOM 00J1acTH XpPOMOCOMEI S5B.

4.3 HoBble 1aHHBIE 0 B3aUMOAEHCTBUU T'€eHOB BpeMeHH KOJIOIIEeHHUsI 10

pe3yJibTaTaM OLEHKH MX MATTEPHOB CYTOYHOI IKCIPecCuu

Jnis u3y4yeHus B3aMMOACHCTBUI FeHOB KOJIOIIEHUS MIIECHUIIBI ObLJT TPOBEJICH aHAIN3
AKCIPECCUH T€HOB (POTONMEPHOJUUECKON YYBCTBUTEIBHOCTH, T€HOB BOCIPUATHS CBETA U
I€HOB TPAaHCAYKLUN CUTHAJIA.

bbu mpoaHanu3upoBaHbl KOPPENSLMU MEXKIY NaTTepHAMU SKCIPECCUU T'EHOB,
BoBJIeueHHbIX B pereniuio ceera (PHYA, PHYB, PHYC) u renammu, BiIusirolmuMu Ha
nepexoy k nserenuto (PPD-Al, PPD-B1, PPD-D1, VRN-1, TaFT1) mo otaensHOCTH B
CBETOBOM M TEMHOBOM NEPUO/Ibl Y YyBCTBUTENIbHBIX U HEUYBCTBUTENBHBIX K (poTOIEpHONY
muHuil.  Oxcrnpeccust TaFT1  koppenupoBana ¢ skcopeccueit reoB PPD-1 y
HEUYBCTBUTENBHBIX K (poTOMEproay JTuHUM, a y poautenbckoit muaun OYUJI2 ren TaFT1
HE DKCIIpeccHpoBalicsi coBceM. buonmHpopmarmueckwii aHanmu3 mpoMoTopoB TaFT1
0OHapy>K1J1 HECKOJIbKO CaliTOB CBSA3BIBAHUS TPAHCKPUIIIIMOHHBIX (PaKkTOpoB ceMercTB RR
(Response Regulator) u PRR (Pseudo Response Regulator), k koTopoMy OTHOCSTCSI TCHBI
PPD-1. Takum 00pa3oM, MOXHO MPEIANOI0XKUTb, YTO HEKOTOpbIE U3 3TUX CalTOB
CBSA3BIBAHMSI MOTYT ObITh BEPOATHBIMU MUIICHSIMH ISl peryisiuuu sxcnpeccun TaFT1

reramu PPD-1.
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3HauMMble KOPpESIUU ObLIIM OOHAPYKEHBI TAKXKe MEX1Y MaTTepHAMU SKCIPECCUU
TaFT1u PHYC-5A, TaFT1 u PHYC-5B B cBetnoe Bpemsi. B TeMHOBOI jk€ Tepro] ypOBEHb
skcnpeccun TaFT1 Obpul HU3KUM, a (UTOXPOMBI HOUBKD HEaKTHBHBI. Kpome Toro, B
npomotope TaFT1l Obuin OOHapyXeHbI MOCIETOBATEIBHOCTH CaWTOB CBS3BIBAHUS
TPAHCKPUIIIIMOHHBIX (PAKTOPOB, aCCOLMUPOBAHHBIX C peryisiueit ¢utoxpomamu. Panee
ObUIO NOKAa3aHO, YTO PAcTeHHs, MyTaHTHbIe MO BceM TpeM reHam PPD-1, xota u ¢
3aJICPIKKOM, HO TIEPEXOIST K IIBETCHHUIO U 3kcripeccus TaFT1 y Hux coxpansercs (Shaw et
al., 2013). Takum o0Opa3oM, JaHHBIC O KOPPEJSAIHHM IMATTCPHOB DKCIPECCHU U aHAIU3
npoMoTopHoi obnactu TaFT1l mo3BosisieT chaenarb MPEANnoNokKEHUE, YTO (PUTOXPOMBI
TaK)kKe MOTYT PeryJIHpoBaTh 3Kkcrpeccuto TaFT1.

beuta BeIsBIIeHa 3HaumMasi koppensuust mexay Ppd-Bla u PHYC (PHYC
cymmapubii 1 PHYC-5B u PHYC-5A mo oTnensHOCTH) B TE€UEHHE HOYHOI'O TEPHOJA Y
HEYYBCTBUTENBHBIX K (QoTomeprony JHHUNH. DHUTOXPOMBI, IKCIPECCHUPYSICh HOYBIO (B
TEMHOBOW MEpHOJ), 00pa3yloT HeaKTUBHbIE MOJEKYJIbI Dkp (PUTOXPOM, C MAKCUMYMOM
HorJIoNIeHUsT B KpacHo# oOyactu cnekrpa) (Kendrick & Kronenberg, 1994; Terzaghi &
Cashmore, 1995), koTopble HE MOTYT BJIHATH Ha JKCIPECCHIO APYIMX TI'eHOB. Takum
o0Opa3oM, BBISBICHHAs KOppENSIHMs, BEposTHEe Bcero, o3Hayaer, uro Ppd-Bla,
AKCIIPECCUPYSICh B TEMHOBOM MEPUOI, TTOJIOKUTEIHHO BiIHsET Ha dkcripeccuto PHYC, a ne
HaoOopot. st PHYA Obiia oTMedeHa Takasi sk TEHJICHIIUS, HO 3HAUMMBIX KOPPEISInui
BBISIBIICHO HE ObU10. [Tockonbky Ppd-1b nukoro Tuma (4yBcTBUTENBHBIC K (DOTOMEPHOIY)
HE IKCIIPECCUPYIOTCS B TEMHOBOM NEpHUO, OHU HE MOTYT BAMATH Ha 3Kkcnpeccuto PHYC.
Bosmoxno, Ppd-1b u okaseiBaroT BiausiHHE Ha 3kcnpeccuo PHYC mHem, Ho, BeposiTHEe
Bcero, aerpaaauus MPHK PHYC nuBenupyet 3T0T BO3MOXKHBIN 3P PexT.

Panee ObUTO MOKa3aHO, YTO JIMHWH, HECYIINE HEUYBCTBHUTEIbHBIC K (hoTOmEpHOIY
amenu Ppd-la (Ppd-Dla mnm Ppd-Bla) comepxar yBenndyeHHOE KOJIMYECTBO Oeika
(duTOXpOMa 10 CPABHEHUIO C CECTPUHCKUMH JIMHUSIMH, HECYIIIMMU Bce perieccuBHbie Ppd-
1b ammenn (Koshkin et al., 2004). Takum 00pa3oM, MOKHO MPEAMONIOKHUTD, YTO aJLICIIH
Ppd-la mMoryr HampsMyro HIIM OMOCpPEAOBaHHO BaUATh Ha skcrnpeccuio PHYC. UrtoOsr
MOJKPENUTh  3TO  MPEANOJIOKEHUE, ObLIH in silico  mpoananu3upoBaHBI

nocnenoBarenbHOCTH reHoB PHYC st oOHapyeHUsi BEpOSITHBIX CAWTOB CBS3BIBAHUS

PPD-1.
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beutn BeistBiieHbI caiiThl cBsa3biBanus RR (TFmatrixID 0348 mis ARR2, RR2; u
TF_motif_seq 0268 nns ARRLAT) u PRR (TF_motif_seq 0252 mis APRR4), kotopsie,
BO3MOKHO, SIBJISIIOTCS. MUIICHSIMH ISl TAKUX PETysiTopoB, kak PPD-1 rensl. Kpome toro,
HEKOTOpble W3 OOHApPY)KEHHBIX CAWTOB OTHOCHINCH K PEryJSuu (QUTOXpOMaMu
(EPR1/RVE7, POC1/PIF3, FHY3/FAR1, SORLIP2AT, u SORLIP1AT), uto npeamnosiaraet
BO3MOXKHOCTh ~caMoperyisinuu. Hekoropele npyrme calThl CBSA3BIBaHUS  ObUIH
aCCOIIMMPOBAHBI C I[BETEHUEM U QoToneproaudeckoin perymsmueii: GATAL2, AtHB33,
AtDOF1, SPL3, TEM1, STM, GBOX10NT, BSIEGCCR u IBOXCORE.

B3sThie BMecTe, JaHHBIE O KOPpEISIUU naTTepHoB dkcnpeccun Ppd-Bla u PHYC,
aHanu3 npomoropa PHYC u manHble O TOM, YTO JMHUHM C HEYYBCTBUTEIBHBIMH K
¢doronepuony amensmu Ppd-la xapakTepusyroTcs yBETHYCHHBIM KOJIMYECTBOM Oeka
dutoxpoma (Koshkin et al., 2004), mno3BoinsoT mnpeamnoiaoxuts, uyto Ppd-Bla,

IKCIPECCUPYSICH HOUBIO, MOXKET TOJIOXKHUTEIHHO PETyaupoBaTh dkcrpeccuto PHYC.

4.4 Bkaaj Jokyca, pacnoJio;keHHOT0 B MPUIIEHTPOMEPHO# 001acTH

xpomocombl 5B, Bo B3anmoseiictreue PHYC u PPD-B1

B xoJie n3ydeHus moYTH U30T€HHBIX JUHUM OT CKpEIMBaHMsI paHHEro copta Sonora
u no3aHero ®UJI2 Obu10 OTMEYEHO, YTO XOTS 00¢ nmHmu, Ppd-m um Ppd-w, Hecyt
MHTpOrpeccuio Ha XxpoMmocome 2B ot Sonora, u, Takum 00pazoM, cofepKaT TOMUHAHTHBIN
Ppd-Bla®", oOycnaBnuBaromuii HEUyBCTBUTEILHOCTh K (DOTONEPUOY, BCE JKE 3HAUUMO
OTJIMYAIOTCS 110 BpEMEHH KoJjiotieHus. Jluaus Ppd-m nepexonuniia K KOJOMICHUIO Ha 4 JTHS
panbiie Ppd-w. SSR-reHOTHIIMpOBaHHE IMMOKA3aJ0, YTO JAHHBIC JIMHUH OTIMYAIOTCS
JOKYCOM B TMPHIIEHTPOMEPHOH ob0mactd XpoMocoMbel 5B. B To e Bpems, aHamu3
MOMYJSIUN 3aMEUICHHBIX PEKOMOWHAHTHBIX WHOPEIHBIX JIHHHUM, OTIMYAIOLIUXCS I10
BPEMEHU KOJOWICHHs, TO3BOJMa BbIIBUTE QTL, nokanm3oBaHHBII Kak pa3 B
NPUIIEHTPOMEPHOI 001acT XpoMocoMbl SB.

JIns jmaHHOTO JIOKyca OBUIM OXapakTepu3oBaHbl TreHbl-kanauaatel FHY3/FARL,
AP2/ERF, WRKY u ELF4. Caiit cBs3biBanust FHY3/FARL Obl1 00Hapy»eH B IPOMOTOpaXx
takuxX reHoB, kak PPD-1, PHYC u TaFTL1. V¥ nmunuu Ppd-m untporpeccus ot Sonora Ha
xpomocome 5B pacnionaraercst TouHo B oOnacth, coaepxkaieit FHY3/FARL, a xpomocoma

5B munun Ppd-w, 3amBeTaroieii Ha 4 AHs MO3/HEE, OIHOCTHIO yHacaemoBana oT ®YJI2.
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Takum o6pazom, FHY3/FAR1 sBisercs XOpoOIIMM KaHIUAATOM JUIsI TOTO, YTOOBI
OOBSACHUTH pa3HUIly BO BPEMEHM KOJOLIEHUs JHUHUWA. B xone maHHON paboThl ObLIO
nokaszaHo, uro skcnpeccust FHY3/FARL Obina Beimie y auaun Ppd-m B 6 — 9 vacoB mocite
paccBeTa, OTKyJla MOKHO MPEATOI0KUTE, YTO JTaHHAS ITOCIIEI0OBATEIIBHOCTh MOXKET OBITh
BOBJICUEHA B PETYIISILIMIO BPEMEHH KOJIOIICHHUS.

W3BectHo, yto FHY3/FARL BoBjcueH B mepemadyy CUTHajga OT (PUTOXPOMOB Y
apabumorncuca u puca (J. Li et al., 2011; Mongkolsiriwatana et al., 2009) u kouTpoJIb
HakorieHus: GuToxpoMoB ornocpenoBanno uepe3 FHY1 y apabugomncuca (Genoud et al.,
2008). Tem He MeHee, HUKakuX AaHHBIX 0 QyHKIHsx FHY3/FARL y nimeHuIsr moka Her.

VY nmenunpt putoxpomsl (PHYB u PHY C) monoxuTenbHO BIAMSIOT Ha SKCIIPECCUIO
PPD-1 renoB (Chen et al., 2014; Pearce et al., 2016), u, kak cjeaCcTBUE, HHIYIHPYIOT
BpeMs KoJiomeHus. MOXHO nmpeAnoaoxuth, uto FHY3/FARL, BoBIcUeHHBIH B KOHTPOJIb
BPEMEHH I[BETCHUS Y HEKOTOPHIX BUOB PACTCHH, MOXET NPUHUMATHh y4acCTHE B 3TOM
nporiecce. B xone manHON paboTHl OBUTO CAETAHO MPEANOIOKEHUE O TOJI0KHUTECIHHOM
BJIUSHUU JOMHHaHTHOro ayiens Ppd-Bla®™ na skcmpeccuto PHYC. Takum oGpasom,
MOJIYYEHHbIE JJaHHBIE TOBOPST O BEPOSITHOW MOJIOKUTEIBHOW OOpaTHOW CBSI3b MEXKAY
PHYC u Ppd-Bla®V ¢ BosmoxubM yuactueM FHY3/FARL. Jlannas runore3a TpeOyeT
JTaTbHEUIITUX MCCIEIOBAaHUM M TpOBepKH. Mcmoib3oBaHHBIE B JaHHOW pabOTe MOYTH
W30TCHHBIC JIMHHUH, OTJIMYAIOIIUECS MPHUIICHTPOMEPHBIM JIOKYCOM Ha XpomMocome 5B,

SBJISIFOTCS TTOJXOISAIIAM MAaTePUaIOM JJIs TAKOM paOOThI.
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3akjIoueHue

C HWCromb30BaHMEM JBYX TEHETHYECKHMX MOJENeH BBIABICHBI JIOKYCHl Ha
xpomocomax 2B u 5B, acconumpoBaHHBIE C pa3Iu4yMeM IO BpeMeHH KojomeHus. Ha
MaTepualie Tapbl TMOYTH W30TCHHBIX JIMHHUWA, TOJYYCHHBIX OT CKpEIIMBAHHUSA PaHO
HEePEeXOSIIEero K KOJIOMIEHUIO copTa SON0ra 1 MO3/1HO Nepexo el K KOJOMEHUIO TMHUN
®UJI2, ¢ momompo SSR-mapkupoBanus ObLT BBISIBIEH JIOKYC Ha Xxpomocome 2B,
aCCOLMMPOBAHHBIN C U3y4aeMbIM IPU3HAKOM. boiee neTanbHbIi aHAJIN3 TOKA3all, 4YTO TE€H
PPD-B1, sBnsromuiicss OJHUM U3 HanOoJIee 3HAYMMBIX PETYISATOPOB IIBETCHHUS MIIICHUIIBI,
HaXOJWUTCS B JAaHHOM JIOKyC€ M JETEPMUHHPYET pa3iuuus JHHAK 1O (QEHOTHITY.
CekBeHUpOBaHUE JAHHOTO T'€HA MO3BOJIWJIO BBISIBUTH MHCEPIMIO/ACTCINI0 U HECKOJIBKO
SNP, ormnuuarommx w3ydaeMblid ajuiedb OT APYTUX AOMUHAHTHBIX ajuieneid. MeToaom
konuaecTBeHHoro [11[P 6p110 ycTaHOBIIEHO, YTO HEUYBCTBUTENBHBIN K poTonepuoay Ppd-
B1la®" xapakTepusyeTcst yBEIUMYCHHBIM YHCIOM KOTHH.

OmHrM W3 HEpeIIeHHBIX BOMPOCOB HAa CETOJHSIIHUN JI€Hh OCTAaeTCs BOIPOC
perymsun skcnpeccuu amens Ppd-Bla®™ ¢ yBenmnueHHBIM YmciioM Komuii. M3BecTHO,
YTO CYTOYHBIE MATTEPHBI SKCIPECCUU TAKUX aJUIeNiel HapYIIeHbI, OHU SKCIPECCUPYIOTCS
B HOYHOH MEPHOJ], B OTINYNE OT YyBCTBUTEIBHBIX K (DOTONEPUONY aJUIETIeH, A1 KOTOPBIX
IKCIIPECCHs MMOKa3aHa TOIBKO B JHEBHBIC Yackl. Eciu /1 moMuHaHTHBIX asueneit Ppd-1a,
XapaKTePU3YIOUINXCS JeIEeHUIMHU WIH UHCEPLMSIMH, MTPEI0KEHBI BEPOATHBIE MEXaHU3MbI
HapyIIEHUS TIATTePHA OKCIPECCHHM — YIalleHWEe peryisTOpHBIX ofjacTeld win
pa3beIMHEHUE CANTOB CBSI3BIBAHHS PEIPECCOPOB, TO MexaHU3MbI peryisiiuu Ppd-Bla c
YBEJIMYCHHBIM YHCIIOM KO OCTAIOTCS HeM3yueHHbIMU. B nanHo# paboTe ObL1 mpoBeieH
ououHpopmaTuueckuii aHanu3 npomMoTopoB PPD-1 reHoB A BBISBICHUS BEPOSITHBIX
NpUYMH HapymeHus skcnpeccun Ppd-Bla ¢ yBenmwdenHsiM uuciom kommid. [lo
pe3ynabTaTaM JaHHOTO aHalH3a MPEAoXKeHa THIOTe3a O TOM, YTO BEPOSTHON MPUYUHON
ycwinenus: skcnpeccun Ppd-Bla sBisiercst nucOamaHCc MEXIY YBEIUYEHHBIM YHCIOM
KOIUI TeHa U konnuecTBoM crnenuduanoro pist PPD-B1 penpeccopa, koTopoe ocTaeTcs
Hen3MeHHBIM. [Ipu 3TOM, Hambojee BEpOSITHBIMH KaHIUIATaMHd Ha POJIb PETIPECCOPOB
ABISIOTCS TeHbl cemerictBa MADS, caiiTel CBSI3bIBaHHMS KOTOPBIX OBLIM OOHApY>KEHBI B
npoMoTopHoi ob6actu PPD-B1, koTopble perynupyroT BpeMs LIBETECHUS Y APYTUX BUIOB

pacTeHUM.
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Jns uaeHTHPUKAMU JIOKyca Ha XpoMmocome 5B, MHIylIHMpylomero mnepexoj K
KOJIOIICHUIO, OBLI TPOBeicH heHoTunmueckuii anams3 nomyssiuu RICL ¢ mocnexyronum
BBICOKOIIPOM3BOAUTENBHBIM  TeHOoTHNHpoBaHueM SNP-mapkepamMu JUHUE — JTaHHON
nomyysiiui. C HCMONBh30BaHUEM TONYYCHHBIX JaHHBIX ObLT mpoBemeH QTL anamms,
KOTOPBIM BBISIBUJI JIOKYC B NPHUIEHTPOMEPHOM 0o0nacth Xpomocombl 5B, mocroBepHo
aCCOIIMMPOBAHHBIA CO BpeMeHeM KouiomeHus. [eHwl, acconuupoBaHHble ¢ SNP
MapKepaMH, PACTOJOKEHHBIMU B JAHHOW O0JAacTH, SIBISAIOTCS BEPOSITHOM MPUUYUHOMN
pasnuuus JUHUA 1O BpeMeHU KojomeHus. TpanckpumnuuonHeie (akTtoper WRKY,
ERF/AP2, FHY3/FAR1 u ren ELF4, romomorus ¢ KOTOpbIMH Oblia IMOKa3aHa IS
nocJieIoBaTeNbHOCTeW, accouuupoBaHHbIXx ¢ SNP U3 gaHHOro JOKyca, SBISIFOTCS
U3BECTHBIMU PETYJIATOPAMU BPEMEHHM KOJIOMICHUS Yy MHOTHX pacTeHui. MOoKHO
MPEIOJIOKHUTH, YTO BOZMOKHOU MPUYMHON Pa3IMYUil IO BPEMEHH KOJIOIICHHUS SIBIISETCS
pa3HOe TMPOUCXOXKJICHHE TEHOB IYTH KOJIOMIEHUS W BO3MOXKHBIX YYAaCTHUKOB 3THUX
B3aMMOJICHCTBUM, JIOKaJU30BaHHBIX Ha Xpomocome O5B. WHrepecHo, uro y mnouTtu
M30TCHHBIX JIMHUM (TIepBasi TeHeTHYecKasi MOJIENb) TaKkkKe OOHapYKUJIOCh Pa3IHyuue IO
JOKyCy Ha xpoMocoMme 5B B obiactu BepositHoM okanu3aru FHY3/FARL.

B xozae n3ydeHus: B3aMMOJICUCTBUN T€HOB KOJIOIIEHUS IIyTEM CPaBHEHUSI CYyTOYHBIX
MaTTEPHOB JKCIPECCHM U WX KOPpesluid, OBbUIO CAeNaHO MPEAMNONOKEHUE, YTO
HEYYBCTBUTEIbHBIN K oTonepuoy Ppd-Bla MokeT oka3bIBaTh MOJIOKUTEITBHOE BIHSHHUC
Ha DKCIPECCHUI0 TeHa perenTtopa kpacHoro ceera, PHYC. MMeromuecss qaHHbIE Takxke
MO3BOJISIIOT TPENOI0KUTh Bo3MoxkHoe yuactue FHY3/FAR1, nokann3oBaHHOTO B
NPULICHTPOMEPHOI 00J1acTH XpoMocoMbl 5B, Bo B3aumonericteun mexay PHYC u Ppd-
Bla.

Taxum 06pazom, B JaHHOH paboTe MOAPOOHO PACCMOTPEHBI BaYKHBIE IETEPMHUHAHTHI
BPEMEHM KOJIOMICHHUS MATKON mimieHuIbl. C UCMOIB30BAHHEM PA3JIMYHBIX CHCTEM
MapKepoB JIOKAJIM30BaHbl palloHbl HA XpoMocoMax B-reHoma, cBs3aHHbIE ¢ MHAYKIUEH

KOJIOIIICHHUA. I/I3yquI>I IMOCJICO0BATCIBHOCTH, PACIIOJIOKCHHEBIC B BBISABJICHHEBIX JIOKYCaX.
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BeiBoABI

BrrsiBiieH paiioH Ha KOPOTKOM IuIede XpoMocoMbl 2B mMexy mapkepamu Xgwm148
u Xgwm388, accolMUpOBAaHHBIN C PA3NUUUSIMU MO BPEMEHHU KOJIOUICHUS Y MOYTH
u3zorenusix JuHuii Ppd-m wu Ppd-0™, Ppd-w u Ppd-0". VYcranorieno, 4ro
JOMUHAHTHBIN awiens Ppd-Bla, mnokanu3oBaHHBIH B JaHHOM  paioHe,
JIETEPMUHUPYET JIaHHBIN MTPU3HAK.

CtpykTypHO-QYHKIIMOHATBHBIN aHanu3 ayutens Ppd-Bla y munuit Ppd-m u Ppd-w
MOKa3ajl, YTO MPUYNHON PAHHETrO KOJIOIICHUS SBIISIETCS YBEIMUYCHUE YHCIa KON
reHa. BoIsBIIeHHBIN JOMUHAHTHBIH auienb PPd-Bl ¢ yBeIMYEHHBIM YUCIIOM KOTTHH
reHa Obu1 00Oo3HaueH kak Ppd-Bla®™. IlociaemoBarenbHOCTH KONWK OBLIN
OJIMHAKOBBIMU, HO BBISIBJICHHBIC OJHOHYKJICOTUTHBIE 3aMEHBI U MHCEPIUS/ IeTeIUs
no3Boysid - omnuatk Ppd-Bla®™ or gpyrux amneneit PPD-Bl. Bnepsoie
NPEUTOKEH MEXaHU3M MOIYJISIUK dKcrpeccun aiens Ppd-Bla ¢ yBennueHHBIM
YHCJIOM KOITUI I'eHa C y9aCTHEM TPaHCKPHUIIIUOHHBIX pakropoB MADS-box.
ITocTpoeHa reHeTHYECKast KapTa XpoMOCcoMbI 5B mimeHuIts1, Bkirovaromas 379 SNP
MapKkepoB, C UCIIOJH30BAHHEM TMOMYJSIIIUM PEKOMOMHAHTHBIX HHOPEIHBIX
XPOMOCOMHBIX JIMHHM, TOJTydeHHBIX 0T ckpemuBanus CS u CS-5Bdic. QTL-ananm3
MO3BOJIMJI BBISIBUTH HOBBIM JIOKYC B MPHUIIEHTPOMEPHOI 00JacTH XpoMocombl 5B,
ACCOIIMMPOBAHBIA C Pa3IUYUSIMH TIO BPEMEHHM KOJOIIEHUS MPU Pa3BUTHH 0Oe3
spoBU3aIuu. [ JaHHOTO JIOKYCa BHISIBIICHBI HOBBIC BEPOSTHBIE T€HbI-KaH/IUIATHI,
JNCTepMUHHpPYIOIIHE BpeMs KosomeHus wmsrkoi mmenunsl. WRKY, AP2/ERF,
FHY3/FARL u ELFA4.

AHanu3 NaTTepHOB CYTOYHOM JKCHPECCUU T'€HOB, KOHTPOJUPYIOLIUX LIBETEHUE
MSTKOM TIIEHUIIBI M WX KOPPENSIUN BIEPBBIE TO3BOJMI YCTAaHOBUTH, YTO
JOMHUHAHTHBIN amens Ppd-Bla®™ B HOYHOE BpeMs MOJIOKUTEIBHO PEryJIHUpYeT
skcrpeccuto PHYC, rena pernientopa KpacHOTO CBETa, HHUIIMUPYIOIIETO MEPEXO]] K
[[BETEHUIO.

BrniepBbie  mokazaHo, 4TOo  TpaHCKpunuuoHHbIH  (aktop  FHY3/FARL,
JIOKQJIM30BaHHBIA Ha XpoMocoMme SB, MOkeT ObITh BOBIIEYEH BO B3aMMOJICHCTBUE

renoB PPD-B1 u PHYC MArkoi miieHumsl.
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Ipunoxenus

Ipuaoxenue 1. F'mnoreTnyeckas cTpykrypa ajienasi Ppd-Bla kak y coproB Sonora
64 u Timstein (Diaz et al., 2012).

Kormun PPD-Bl reHOB (PK30HBI M HHTPOHBI) TPEICTABICHBI BBICOKUMHU 3€JICHBIMU
npsiMoyrojbHukaMu. Hebosbiire 1BeTHbIE MPSMOYTOJbHUKH 0003HAYalOT pa3jindHbIe
TPaHCIO30HBI. KpacHble CTpenKkH IO TOCIeI0BATEILHOCTRIO 0003HAYAIOT CaANTHI
CBS3BIBAHUSI NPAWMEPOB JUISl  BBISIBJICHHS  MEXKKOIMHUMHOM  IOCIEI0BATEIILHOCTH,
XapaKTePHOM JJIsl JAHHOTO aJlIedIs.
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Ipuaoxenue 2. Cnucoxk naentuuuupoBannbix B 2013 — 2017 rogax QTL (;iokycoB
KOJIM4YeCTBEeHHBIX MPU3HAKOB), ACCONMMPOBAHHBIX ¢ BpeMeHeM I[BeTeHHUsI MIIIeHUIbI.

IIpusnak O6035.?E6HH6 Xpomocoma Bbrmxaiimmit Mapkep/MHTEpBaI Ccblika
heading date 1A GWM3094 253 (Zanke et al., 2014)
heading date 1B GWM1130_109 (Zanke et al., 2014)
heading date 1B GWM1130 115 (Zanke et al., 2014)
heading date 1B BARCO0081_184 (Zanke et al., 2014)
heading date 1B BARCO0081 187 (Zanke et al., 2014)
heading date 1D WMC0732¢c 295 (Zanke et al., 2014)
heading date 2A BARC0212 233 (Zanke et al., 2014)
heading date 2A WMC0177_212 (Zanke et al., 2014)
heading date 2A WMC0522_200 (Zanke et al., 2014)
heading date 2B GWM4167_217 (Zanke et al., 2014)
heading date 2D Ppd_sen (Zanke et al., 2014)
heading date 2D Ppd_ins (Zanke et al., 2014)
heading date 3A WMC0264_141 (Zanke et al., 2014)
heading date 3B WMCO0808_147 (Zanke et al., 2014)
heading date 4B GWM4636_233 (Zanke et al., 2014)
heading date 4D WMC0285_293 (Zanke et al., 2014)
heading date 5A GWM0291_176 (Zanke et al., 2014)
heading date 5B WMCO0160b_137 (Zanke et al., 2014)
heading date 5B WMCO0160b_190 (Zanke et al., 2014)
heading date 5B BARC0232_232 (Zanke et al., 2014)
heading date 5B BARCO0059 194 (Zanke et al., 2014)
heading date 5B GWM1257_246 (Zanke et al., 2014)
heading date 5D GWM1462_183 (Zanke et al., 2014)
heading date 5D WMC0215_208 (Zanke et al., 2014)
heading date 5D BARC0322_235 (Zanke et al., 2014)
heading date 5D GDMO0063_147 (Zanke et al., 2014)
heading date 5D WMCO0161b_184 (Zanke et al., 2014)
heading date 6B GWMO0825b_122 (Zanke et al., 2014)
heading date 6D GWM1391_158 (Zanke et al., 2014)
heading date 6D GWM1391_160 (Zanke et al., 2014)
heading date 6D CFD0019c_313 (Zanke et al., 2014)
heading date 7A GWMO0942_130 (Zanke et al., 2014)
heading date 7B GWMO0983b_130 (Zanke et al., 2014)
heading date 7B GWMO0983b_133 (Zanke et al., 2014)
heading date 7D GWM4335_212 (Zanke et al., 2014)
heading date 7D GWM3062_192 (Zanke et al., 2014)
heading date 7D GWM0428_145 (Zanke et al., 2014)
photoperiod sensitivity 2D PpdD1.PromDel (Bogard et al., 2014)
photoperiod sensitivity 2D cfn5828 (Bogard et al., 2014)
photoperiod sensitivity 3B gpw1107 (Bogard et al., 2014)
photoperiod sensitivity 6A wPt-7063 (Bogard etal., 2014)
photoperiod sensitivity 2B cfn5539 (Bogard etal., 2014)
photoperiod sensitivity 7A cfn4818 (Bogard etal., 2014)
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(Bogard et al., 2014)

photoperiod sensitivity 5A cfn4764
photoperiod sensitivity 6B cfn5634 (Bogard etal., 2014)
photoperiod sensitivity 5B cfn5055 (Bogard et al., 2014)
photoperiod sensitivity 5B WPt-5346 (Bogard et al., 2014)
photoperiod sensitivity 1A gluAl.1.Y.1667 (Bogard et al., 2014)
photoperiod sensitivity 7B wPt-7108 (Bogard et al., 2014)
. Ppd-D1a; (Perez-Laraetal.,
Flowering (days) QFitdms-2D | 2D wsnp CAP11 3842 1829821 2016)
Flowering (days) QFItdms-5A.1 | 5A Kukri_c20258_143: JD_c3525_1503 g%if)z"-ara etal,
Flowering (days) QFItdms58 | 5B BS00063785_51; IACX5818 g%elrg)z"-ara etal.,
. Tdurum_contig11700_1247; (Perez-Laraetal.,
Flowering (days) QFIlt.dms-6B.1 | 6B wsnp_ Ra c2730_5190365 2016)
. Excalibur_c16355_712; (Perez-Laraetal.,
Flowering (days) QFIt.dms-7A TA RACS75 18446 521 2016)
. Ppd-D1a; (Perez-Laraet al.,
Flowering (days) QFitdms-2D | 2D wsnp_CAP11 c3842 1829821 2016)
. Excalibur_c45968_83; (Perez-Laraetal.,
Flowering (days) QFIt.dms-3B 3B CAP12 rep_c7901 114 2016)
. § wsnp_Ex_c4124 7455225; (Perez-Laraetal.,
Flowering (days) QFIt.dms-6B.2 | 6B Kukri_ c49331 77 2016)
. i Tdurum_contig11613_329; (Perez-Laraet al.,
Flowering (days) QFltdms-7A | 7A wsnp_Ex 30239 39179460 2016)
. Ppd-D1a; (Perez-Laraet al.,
Flowering (DD) QFltdms-2D | 2D wsnp_CAP11 ¢3842 1829821 2016)
. Excalibur_c45968_83; (Perez-Laraetal.,
Flowering (DD) QFIt.dms-3B 3B CAP12 rep c7901 114 2016)
. i CAP12_rep_c4000_432; (Perez-Laraet al.,
Flowering (DD) QFftdms-4A | 4A wsnp_Ex_c54453 57331510 2016)
. Tdurum_contig86202_175; (Perez-Laraet al.,
Flowering (DD) QFit.dms-5A.2 | 5A wsnp_Ra_c10915 17838202 2016)
. ) wsnp_Ex_c4124 7455225; (Perez-Laraet al.,
Flowering (DD) QFIt.dms-6B.2 | 6B Kukri c49331 77 2016)
. i Tdurum_contig11613_329; (Perez-Laraetal.,
Flowering (DD) QFftdms-7A | 7A wsnp Ex 30239 39179460 2016)
heading date QHd.ubo-2A 2A IWB70098-1WB52303 (Milner et al., 2015)
heading date QHd.ubo-2B | 2B IWBA4604-IWA3868 (Milner et al., 2015)
heading date QHd.ubo-4B | 4B IWB6994-IWB2398 (Milner et al., 2015)
heading date QHd.ubo-6A | 6A IWA1235 (Milner et al., 2015)
heading date QHd.ubo-7A.1 | 7A.1 IWB54744 (Milner et al., 2015)
heading date QHd.ubo-7TA2 | 7A.2 IWA8390-IWB72200 (Milner et al., 2015)
Heading time QHt-7B 7B UCw9a9 (Cao et al., 2016)
DTA(days from sowing (Shirdelmoghanloo
to anthesis) QTL18 4B wsnp_Ex_c4148 7495656 et al., 2016)
DTA (days from sowing (Shirdelmoghanloo
to anthesis) QTL18 4B wsnp_Ex_c4148 7495656 et al., 2016)
DTA (days from sowing (Shirdelmoghanloo
to anthesis) QTL29 7B wsnp_Ex_c24376_33619527 et al., 2016)
DTA (days from sowing (Shirdelmoghanloo
to anthesis) QTL6 2B1 wsnp_Ra_c14112 22155451 et al., 2016)
(Tahmasebi et al.,
DHE (days to heading) 1D-a 1D-barc0062-1D-gdm0111 2017)
(Tahmasebi et al.,
DHE (days to heading) 3B 3B-acc/ctg-5-3B6aac/cta-6 2017)
(Tahmasebi et al.,
DHE (days to heading) 4A 4A-acg/cta-3-4A6aac/caa-6 2017)
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(Tahmasebi et al.,

DHE (days to heading) 4B 4B-wPt-5606-4B-cnl123 2017)
(Tahmasebi et al.,
DHE (days to heading) 7D-a 7D-aca/cag-11-7D-acc/ctc-7 2017)
(Tahmasebi et al.,
DHE (days to heading) 7D-b 7D-acc/cat-10-7D-cfd0014 2017)
HT (heading time) 1B tPt-0283-wPt-6229 (Yuetal., 2015)
HT (heading time) 1D gpw7082-wPt-3738 (Yuetal., 2015)
HT (heading time) 2A WP1-8826-WPt-1657 (Yuetal.,, 2015)
HT (heading time) 2D WPt-7149-WPt-667843 (Yuetal., 2015)
HT (heading time) 4B WPt-9625-WPt-8543 (Yuetal.,, 2015)
HT (heading time) 5D WPt-732636-WPt-731391 (Yuetal., 2015)
HT (heading time) 7A WPt-6959-wPt-7113 (Yuetal., 2015)
FT (flowering time) 1A tPt-1755-wPt-732113 (Yuetal.,, 2015)
FT (flowering time) 1A WPt-668306-WPt-7030 (Yuetal.,, 2015)
FT (flowering time) 2B WPt-6199-WPt-2600 (Yuetal., 2015)
FT (flowering time) 3B WPt-7504-WPt-744804 (Yuetal., 2015)
FT (flowering time) 3D WPt-741816-WPt-732611 (Yuetal., 2015)
FT (flowering time) 5A cfa2149b-gwm304 (Yuetal., 2015)
Flowering QFIt.dms-5A.1 | 5A wsnp_Ex_c2526_4715978- (Zou, Semagn,
BobWhite_c14689 172 Igbal, N’Diaye, et
al., 2017)
Flowering QFIlt.dms-5A.2 | 5A Kukri_c12384 430- (Zou, Semagn,
wshp_Ex_c22727_31934296 Igbal, N’Diaye, et
al., 2017)
Flowering QFIt.dms-5A.3 | 5A wsnp_Ex_c22727_31934296- (Zou, Semagn,
wsnp_EXx_rep_c66689_65010988 Igbal, N’Diaye, et
al., 2017)
Flowering time QFIt.dms-4A 4A Excalibur_c82040_91 (Zou, Semagn,
wsnp_Ra_rep_c70233_67968353 Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-4B 4B wsnp_Ra_c1146 2307483 Rht-B1 (Zou, Semagn,
Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-4B 4B wsnp_Ra_c1146 2307483 Rht-B1 (Zou, Semagn,
Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-5A 5A Ra_c3966_2205 (Zou, Semagn,
Tdurum_contig10843_745 Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-5A 5A wsnp_Ex_rep_c101994 87256479 (Zou, Semagn,
Excalibur_c26671_282 Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-5A 5A Vrn-Al Kukri_c12384 430 (Zou, Semagn,
Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-5A 5A Vrn-Al Kukri_c12384 430 (Zou, Semagn,
Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-5A 5A Vrn-Al Kukri_c12384_430 (Zou, Semagn,
Igbal, Chen, et al.,
2017)
Flowering time QFIt.dms-6B 6B wsnp_Ex_c18632_27501906 (Zou, Semagn,
Tdurum_contig32579_121 Igbal, Chen, et al.,
2017)
Heading date QSe.cau-2BS 2B barc200-gem410.1 (Guo et al., 2017)
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Heading date 1A/2B wPt5374 (Gerard et al., 2017)
Heading date 1B wP11328 (Gerard et al., 2017)
Heading date 1B wP16240 (Gerard et al., 2017)
Heading date 2B wPt0335 (Gerard et al., 2017)
Heading date 2B wPt9736 (Gerard et al., 2017)
Heading date 3B wP19432 (Gerard et al., 2017)
Heading date 3B wP19510 (Gerard et al., 2017)
Heading date 3B wPt3921 (Gerard et al., 2017)
Heading date 4B wP16209 (Gerard et al., 2017)
Heading date 5D wPt1400 (Gerard et al., 2017)
Heading date 5D wPt2856 (Gerard et al., 2017)
Heading date 6A wPt7063 (Gerard et al., 2017)
Heading date 6A/6B wPt0959 (Gerard et al., 2017)
Heading date 6B wPt7954 (Gerard et al., 2017)
Heading date 6B wPt1241 (Gerard et al., 2017)
Heading date 6B wPt1541 (Gerard et al., 2017)
heading/flowering date | QFlt.icg-4D 4D Xwmc4555 (Pshenichnikova et
among al., 2015)
heading/flowering date | QFlt.icg-7A TA TaFTA (Pshenichnikova et

among

al., 2015)
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Ipuaoxenue 3. 'eHeTn4eckass kapTa XxpoMmocombl 5B. PaccTrosinust yka3ansl B cM.

Paccro

Mapkepbl aHMe
Ku_c10387_272 0
BS00066144_51 0,43
RFL_Contig4979_965,[Excalibur_c6967_553],RFL_Contigd979_865 1,31
BS00009810_51,[wsnp_Ex_c2459_4591587],[wsnp_Ex_rep_c68504_67334656] 2,19
Excalibur_c74858_243 2,63
wsnp_JD_rep_c48937_33188230,[RAC875_c29907_115],[BS00022336_51] 4,43
BobWhite_rep_c50066_63, [wsnp_BF201102B_Ta_2_5] 5,31
RAC875_c8661_692 7,58
RAC875_rep_c116173_605,[Excalibur_c58520_78],[BS00022107_51],[wsnp_Ex_c8962_14947544] 8,46
IAAV2411,[Excalibur_c32422_152],[BS00023072_51],[BS00063769_51],[wsnp_Ex_c214 421541] 9,78
RFL_Contig5320_731,[IAAV3261] 10,67
Kukri_c2827_439,[Ex_c2571_987],[Kukri_c439_857],[Kukri_c51_98],[Tdurum_contig44130_228],[BSO
0065930_51],[Tdurum_contig12926_687],[Kukri_s113060_116],[wsnp_Ex_c1498 2868339],[wsnp_E
x_c1302_2489542],[wsnp_Ra_rep_c106477_90236168],[Kukri_c43113_136],[Kukri_rep_c117024_43 | 11,11
6],[wsnp_Ku_c1535_3032561],[wsnp_Ex_c2904_5355509],[wsnp_Ex_rep_c104986_89538820],[CAP7
11288 _109],[wsnp_Ex_c58012_59490259
Jagger_c6508_51,[Ku_c4349_1791],[Kukri_c13224_551],[Kukri_c73901_100],[RAC875_c96137_101],( 1154
Tdurum_contig43677_338],[Tdurum_contig354_149] !
wsnp_Ex_c39535_46808105,[Kukri_rep_c105119_190],[wsnp_Ex_c65091_63634826],[Kukri_c40734 11.98
_179] ’
Kukri_c32583_540,[Tdurum_contig31845_322],[BS00065390_51],[BS00045446_51],[Kukri_c59166_1
43],[BS00110489_51],[wsnp_Ex_c53011_56395185],[wsnp_CAP8_c1594_914839],[JD_c7452_325],[K
ukri_c36789_230],[Kukri_c39743_170],[TA004455- 12 86
0314],[Ku_c69113_923],[Excalibur_rep_c68375_213],[TA008675- !
0589],[wsnp_Ex_c12909_20457407],[IAAV3825],[JG_c1889_344],[wsnp_Ex_c48257_53217539],[BSO
0002191_51],[Kukri_c34434_1037],[wsnp_JD_c10416_11077664],[Kukri_c23070_350]
wsnp_BE497820B_Ta_2_1,[BS00002208_51],[RFL_Contig3811_3709],[BS00092953_51],[RAC875_rep
105322 _99],[BS00049793_51],[IACX6007],[wsnp_BE443187B_Ta_2_1],[IAAV5873],[wsnp_Ex_rep_c 1418
66651 _64963120],[wsnp_Ku_c20701_30355248],[Jagger_c505_141],[wsnp_Ku_c14332_22613741],[ !
BS00048572_51],[Kukri_c47349_450]
Ex_c66350_301,[Excalibur_c8082_478],[BS00108020_51],[BS00070507_51],[BS00028183_51],[wsnp
_Ex_c6548 11355524],[BS00064767_51],[Excalibur_c32630_104],[Excalibur_c49271_183],[Tdurum_c | 15,53
ontigd2092_348],[IAAV5469]
IAAV7207 16,88
Tdurum_contig52447_814,[Ex_c1583_1138],[wsnp_Ex_rep_c68023_66768700],[wsnp_Ex_rep_c6963
1_68583202],[wsnp_Ex_rep_c66903_65319487],[GENE- 17,78
3506_53],[1AAV4188],[BobWhite_c47103_205],[Ex_c1583_1688]
Kukri_c9520_288,[Excalibur_c54941 571],[Kukri_c40046_237],[TA005322-
0586],[wsnp_Ex_c10674_17400603],[IAAV52],[RAC875_c9150_2945],[RFL_Contig697_1463],[BSO009 | 18,21
4480 _51],[Excalibur_c25948 366]
TA005387-0575,[IACX2883],[wsnp_Ex_rep_c102070_87317290] 18,66
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TA005272-
0214,[BS00011102_51],[Kukri_c9073_1450],[Tdurum_contig10338_566],[wsnp_Ex_c19724 2872093
9],[Excalibur_c10444_2056],[Tdurum_contig68472_291],[Tdurum_contig10172_176],[Kukri_c46476_

647],[Ku_c1083_375],[RAC875_c2437_1569],[wsnp_Ex_c13409_21124830],[Tdurum_contig68343_3 19,10
39],[Kukri_c45713_151],[Tdurum_contig68472_115],[BS00066289_51],[Tdurum_contig77275_259],[
wsnp_Ra_c26091_35652620],[Excalibur_c16135_253],[wsnp_Ex_c19724 28721128]

CAP12_rep_c4520_207 19,99
Jagger_c3991_101 20,44
Excalibur_c9846_458,[BS00093122_51],[GENE-3437_148] 20,89
BobWhite_c11861_557,[GENE-3575_1073],[BS00098821_51] 21,78
BS00083511_51,[CAP7_c1155_57],[BobWhite_rep_c50822_462],[RAC875_c27959_117],[wsnp_CAP1 99 99
2_¢303_168418],[BS00042014_51] !
Ex_c24477_484,[TA002629-0202],[Kukri_c35480_647],[IAAV2002] 22,66
IAAV659,[RAC875_c18335_443],[RAC875_c42009_247] 23,10
BobWhite_rep_c62475_70,[Kukri_c34173_518],[RFL_Contig5739_641],[BobWhite_rep_c65835_277],
[BobWhite_c6633_179],[BobWhite_c4773_85],[Excalibur_rep_c101527_180],[Kukri_c46932_155],[K 24 00
ukri_c46932_125],[BobWhite_c6633_395],[IAAV1706],[IACX6009],[TA003609- ’
0197],[Excalibur_c20260_137],[Kukri_c64573_443],[BobWhite_c16987_106],[RFL_Contig5739_1542]
Tdurum_contig12551_233,[wsnp_Ku_c2185_4218722] 24,44
Tdurum_contig4864_86,[wsnp_Ex_c3834_6971470] 24,89
TA001786-1535,[IAAV7226],[Excalibur_c17055_1451] 26,72
wsnp_Ku_c3102_5811860,[Ra_c10633_2155],[tplb0027f13_1493],[Tdurum_contig25513_123] 28,08
Tdurum_contig11439 387,[Excalibur_c33675_201],[Excalibur_c23304_353],[BS00087043_51],[Kukri_
c35352_483],[Tdurum_contig63997_587],[Excalibur_c56310_57],[RAC875_c36779_148],[BobWhite_ 28 52
€23903_443],[wsnp_Ku_c3294_6125586],[BS00099782_51],[Kukri_c94990_140],[RAC875_c32320_88 !
1,[Kukri_c30643_112],[IAAV2426],[BS00087696_51],[RAC875_c23289 303]

RAC875_c103988_92 28,95
BobWhite_c34759_227,[BS00109560_51] 30,29
Tdurum_contig12995_722,[Tdurum_contig12995_792],[BS00010311_51],[Tdurum_contig58669_ 273 3072
] ’
IAAV2296,[wsnp_Ex_c1343_2568829],[Excalibur_c874_1479] 32,06
BS00067744_51,[Tdurum_contig27797_654],[Kukri_c49101_731],[Tdurum_contig27797_1114] 32,94
Vrn-B1,[BS00011514_51],[wsnp_RFL_Contig2809_2587619] 33,39
IACX5702,[wsnp_Ra_c20970_30293078] 33,84
Excalibur_c5329_1335 35,18
GENE-2794_534,[Kukri_c10016_369],[Excalibur_c3165_730],[Kukri_c100408_598],[GENE-2689_215] | 35,61
TA001138-1003,[BobWhite_c11154 279],[TA001138-0446] 36,49
RAC875 _rep_c114200_428,[wsnp_Ex_c11265_18216936] 36,93
Tdurum_contig98569_290 37,81
BS00021735_51,[Tdurum_contig28353_1628],[Kukri_c4581 737],[wsnp_Ra_c47696_53184502],[Exc 3895
alibur_c100531_251] !
IACX5390,[BobWhite_rep_c50349_139] 38,68
Tdurum_contig13773_321 40,04
RAC875_c60758_585,[Kukri_c87104_125],[BS00049403_51],[RAC875_c1792_3457] 40,94
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Tdurum_contig14404_319,[Excalibur_c82693_359],[Tdurum_contig70554_1006],[RAC875_rep_c108
082_333],[Excalibur_c9868_1206],[RFL_Contigl265_515],[Tdurum_contig52688_476],[Tdurum_conti

g85945_281],[Jagger_c3819_70],[wsnp_Ex_c12152_19429932],[wsnp_Ex_c11131_18037020],[wsnp_ | 41,39
Ex_c11131_18036595],[Excalibur_c9258_1222],[Kukri_rep_c70662_486],[RAC875_c11671_1921],[ws
np_Ku_rep_c70662_70289489]
Kukri_c10508_253,[Excalibur_c1830_620],[BobWhite_c22036_399],[Kukri_rep_c101622_604],[Kukri_
€36018_985],[BS00098292_51],[Excalibur_c35561_309],[BS00110474_51],[Tdurum_contig50731_96 | 43,64
1],[TA003709-0269],[GENE-2970_274]

wsnp_Ku_c25613_35580381 44,08
BS00065029 51,[Tdurum_contig82473_67],[wsnp_Ex_c11070_17950604],[RAC875_c10819_636],[Td 4452
urum_contig51422 127],[wsnp_RFL_Contigl548 762547] ’
Excalibur_c12395_467,[wsnp_Ku_rep_c102339_89347150],[Tdurum_contig2290_65],[Tdurum_conti 4634
g24416_284],[BS00015015_51],[Kukri_c23743_112],[Kukri_c45951_367] ’
BS00064947_51 46,77
GENE-2848_248,[Tdurum_contig5017_993] 47,22
BS00100708_51,[BS00022991_51],[BS00025795_51] 47,66
Tdurum_contig97407_196 49,02
RFL_Contig4167_1164,[BobWhite_c11038_605],[tplb0057d20_531] 50,85
BobWhite_c38408_71,[IACX7841],[Kukri_c4096_220],[Kukri_rep_c112425_506],[Tdurum_contig8171
_1680],[BS00021868_51],[Kukri_c16006_1996],[BS00064272_51],[BS00084106_51],[BS00050057_51 | 51,30
],lwsnp_Ku_c40084_48381107]

wsnp_Ra_c6374_11143280 51,74
BS00078784_51 53,09
Tdurum_contigd4115_720,[Tdurum_contig92938_632],[BS00062972_51],[RAC875_c62400_639],[RA
C875_c62400_924],[RAC875_c62400_840],[Kukri_c3576_1212],[BS00088733_51],[Excalibur_c17489_ | 53,53
804]

BS00024814_51 53,97
BS00039874_51 54,40
Excalibur_c9563_1157 54,84
BobWhite_c2694_494 55,73
Excalibur_c17032_261,[IAAV8455],[Excalibur_c9969_98],[wsnp_JD_c8978 9893945],[Kukri_c27433_
1819],[BobWhite_c6685_1922],[Excalibur_c37910_276],[wsnp_Ex_c7193_12354542],[RAC875_c1966 | 56,17
0_1530],[Excalibur_rep_c107626_110]
BobWhite_c33898_150,[Ku_c1970_1921],[RAC875_c38873_1118],[wsnp_Ku_c3151_5892200],[BS00
018740_51],[CAP11_c7700_247],[wsnp_Ra_c38873_46699852],[BS00064423 51],[D_GDEEGVY01AU | 56,61
4CW_149]

BS00065864_51,[BobWhite_c26082_239] 57,48
Tdurum_contig12848 112 58,36
Kukri_c59657_805 60,61
Kukri_c1214 948,[wsnp_Ex_c3874_7036132],[RFL_Contig5616_1779],[Excalibur_c23452_401],[wsnp 61.04
_Ex_c3175_5864335] !
RFL_Contig4176_605 61,48
Excalibur_c2618_1723,[Excalibur_c2618_1412] 61,91
Excalibur_c23801_115,[RAC875_c82589_246],[BS00031339_51],[BobWhite_c10956_71],[TA001999- 6279
0466],[BobWhite_c24484_240] !
BS00024829_51,[Kukri_c50720_397],[wsnp_Ex_c9362_15546626] 71,45
wsnp_Ku_c9967_16591591 76,19
D_GDS7LZNO2F4FP5_176 80,00
BS00094333_51,[Excalibur_c86388_413],[Kukri_c637_517] 80,44




IIpuno:xkenue 4. Pesyabrarel Blast ananusa nociaenoBarensHocTeii SNP, pacnonoxkennsix B o6aactu QTL.

Mosn Brachypodium Hordeum_vulgare Triticum_aestivum Triticum_urartu Oryza_sativa(indica) Aegilops_Taushii
uma
Ha
Mapkep Nepekpbisa MepekpbiBa MNepekpbiBa MNepekpbisa MNepekpbisa
Kapt lowmecs Sco [Mometbi (InterPro) owmecs Sco Domenbl (InterPro) Nepekpoisaiou Sco DAomebi (InterPro) owmecs Sco Aomebi (InterPro) lowmecs Sco Domenbl (InterPro) owuecs Sco [Mometbi (InterPro)
e re re neca remHbl re re re re
reHbl reHbl reHb! reHbl reHbl
(M)
[RAC875_rep_c11723 11,11 Traes 5BS F1D 64 BGIOSGA035 17 Exocyst_Exoc1/SEC
4_313] ! 5DF2F2 115 3. Sec3-PIP2_bind.
ARM:-like. ARM- ARM:-like. ARM- ARM:-like. ARM-
[Ex_c2571_987] 11,11 ioc 1176 29 type_fold. IRIURS 127 89 type_fold. BGIOSGAOLS 28 F775 20547 97 type_fold. Importin-
4 39 N 672
= Importin-beta_N. = Importin-beta_N. _ beta_N.
Kinase-like_dom. Kinase-
Leu-rich_rpt. NB- . like_dom. Leu-
Haem_peroxidase. .
ARC. P- Agenet-like_dom. Haem_peroxidase. rich_rpt. Leu-
. Traes 4AS 145 loop_NTPase. TRIUR3 156 - N BGIOSGA023 y - rich_rpt_4. NB-ARC.
[Kukri_c439_857] 11,11 9274713 59 Prot_kinase_dom. 3 20 Agenet_dom_plant 665 17 pln/fun/bac. F775 25748 68 Ploop. NTPase.
- L . Peroxidase_pln. y
Protein_kinase_AT Peroxidases AS Prot_kinase_dom.
P_BS. = Protein_kinase_ATP
Ser/Thr_kinase_AS. _BS.
" BRADI4G020 MLOC 6424 Traes 5BS 417 TRIUR3 036 BGIOSGA035
[Kukri_c51_98] 11,11 20 37 Znf_LSD1. 22 57 Znf_LSD1. 9BB1CS 57 Znf_LSD1. 00 57 Znf_LSD1. 855 29 Znf_LSD1. F775 09435 57 Znf_LSD1.
Peptidase_S8/S53_
dom.
Peptidase_S8_Asp-
As.
Peptidase_S8_Ser-
[Tdurum_contigd4130 TRIUR3 073 BGIOSGA016 AS.
_228] 1 89 38 F-box_dom. 862 17 peptidase_s8_subti
lisin-rel.
Peptidase_S8A_DU
F1034. Protease-
assoc_domain.
S8pro/Inhibitor_I9.
DUF1683_C. Foie-
[BS00065930_51] 11,11 BGIOSGA0GE 17 gras_1. TPR-
914 " "
— like_helical_dom.
FAR1_DNA_bnd_d FARL_DNA_bnd_do FARL_DNA_bnd_do FARL_DNA_bnd_do FAR1_DNA_bnd_do
[Tdurum_contig12926 BRADI4GA19 om. FHY3/FARL. MLOC 6280 m. FHY3/FARL. Traes_5BS_BCC m. FHY3/FARL. TRILR3 251 10 m. FHY3/FARL. BGIOSGA037 m. FHY3/FARL.
687] 11,11 60 93 MULE_transposase 3 97 MULE_transposase 4066542 97 MULE_transposase 23 1 MULE_transposase 035 72 MULE_transposase
- _dom. Znf_PMZ. = _dom. Znf_PMZ. b _dom. Znf_PMZ. - _dom. Znf_PMZ. = _dom. Znf_PMZ.
Znf_SWIM. Znf_SWIM. Znf_SWIM. Znf_SWIM. Znf_SWIM.
FARL_DNA_bnd_do FARL_DNA_bnd_do FARL_DNA_bnd_do
m. FHY3/FARL. m. FHY3/FARL. m. FHY3/FARL.
[Kukri_s113060_116] 11,11 @ 63 MULE_transposase W 63 MULE_transposase %;251 63 MULE_transposase % 16 CRC. Lin-54_fam.
_dom. Znf_PMZ. I _dom. Znf_PMZ. - _dom. Znf_PMZ. =
Znf_SWIM. Znf_SWIM. Znf_SWIM.
[wsnp_Ex_c1498_286 BRADI4G020 MLOC 6424 Traes 5BS 417 19 TRIUR3 039 NB-ARC. P- BGIOSGA000 |
8339] 11,11 20 28 Znf_LSD1. 22 79 Znf_LSD1. 9BB1CS 6 Znf_LSD1. 81 19 loop_NTPase. 921 20 WRKY_DNA-bd.
FAR1_DNA_bnd_d FAR1_DNA_bnd_do FAR1_DNA_bnd_do FAR1_DNA_bnd_do FAR1_DNA_bnd_do
[wsnp_Ex_c1302_248 BRADI4GA419 om. FHY3/FARL. MLOC 6280 18 m. FHY3/FARL. Traes 5BS BCC 19 m. FHY3/FARL. TRIUR3 251 18 m. FHY3/FARL. BGIOSGA037 m. FHY3/FARL.
9542) 11,11 60 91 MULE_transposase 81 3 MULE_transposase 406654 9 MULE_transposase 23 3 MULE_transposase 035 54 MULE_transposase
_dom. Znf_PMZ. - _dom. Znf_PMZ. e _dom. Znf_PMZ. - _dom. Znf_PMZ. - _dom. Znf_PMZ.
Znf_SWIM. Znf_SWIM. Znf_SWIM. Znf_SWIM. Znf_SWIM.
[wsnp_Ra_rep_c1064 BRADI4G019 Dna)_domain. MLOC 6790 17 DnaJ_domain. Traes 5BS 1FB 20 Dnal_domain. TRIUR3 337 18 _ BGIOSGAO35 , 18 )
77_90236168] 11 10 81 Dnal_domain_CS. 5.1 7 Dnal_domain_CS. CF7ECE 1 Dnal_domain_CS. 27 9 Dnal_domain. 847 58 DnaJ domain F775 26470 9 Dnal_domain.
. TRIUR3 314 S1Z1/5122/Pli1/Geil BGIOSGA034 .
113_1. 11,11 — 1 I— 1 ZIP. .
[Kukri_c43113_136] 88 8 7. 20f MIZ. 480 6 b: TGA_domain
[Kukri_rep_c117024_4 MLOC 6790 DnaJ_domain. Traes 5BS 393 TRIUR3 337 . BGIOSGA035 . 10 .
jos 11,11 5 61 Dl domain, GS. 35840 97 7 97 DnaJ_domain. 247 24 DnaJ domain F775 26470 DnaJ_domain.
[wsnp_Ku_c1535_303 BRADI3G556 MLOC 3736 Traes 6AL 3D0 TRIUR3 073 BGIOSGA005
2561] 11,11 401 44 F-box_dom. ) 37 F-box_dom. 9B4DOF 76 89 89 F-box_dom. 336 20 F-box_dom. F775 17667 68 F-box_dom.
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http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA019672;tl=hMQQvZVxEQKKruqu-22145-6207350
http://ensembl.gramene.org/Aegilops_tauschii/Gene/Summary?db=core;g=F775_20547;tl=hMQQvZVxEQKKruqu-22079-6204998
http://ensembl.gramene.org/Triticum_aestivum/Transcript/Summary?db=core;g=Traes_4AS_145927471;r=4A:2521076-2528072;t=Traes_4AS_145927471.3;tl=hMQQvZVxEQKKruqu-22168-6208429
http://ensembl.gramene.org/Triticum_aestivum/Transcript/Summary?db=core;g=Traes_4AS_145927471;r=4A:2521076-2528072;t=Traes_4AS_145927471.3;tl=hMQQvZVxEQKKruqu-22168-6208429
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_15613;tl=hMQQvZVxEQKKruqu-22190-6209798
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_15613;tl=hMQQvZVxEQKKruqu-22190-6209798
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA023665;tl=hMQQvZVxEQKKruqu-22146-6207391
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http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_31033;tl=ExIwYUB7ePq2dj7m-33891-10240831
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_31033;tl=ExIwYUB7ePq2dj7m-33891-10240831
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA036963;tl=ExIwYUB7ePq2dj7m-33855-10239340
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA036963;tl=ExIwYUB7ePq2dj7m-33855-10239340
http://ensembl.gramene.org/Aegilops_tauschii/Transcript/Summary?db=core;g=F775_26805;r=Scaffold91232:15928-20972;t=EMT05050;tl=24QMWO0vCMrjEtuO-22216-6204819
http://ensembl.gramene.org/Brachypodium_distachyon/Gene/Summary?db=core;g=BRADI4G44977;tl=24QMWO0vCMrjEtuO-22240-6205342
http://ensembl.gramene.org/Brachypodium_distachyon/Gene/Summary?db=core;g=BRADI4G44977;tl=24QMWO0vCMrjEtuO-22240-6205342
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_57760;tl=ExIwYUB7ePq2dj7m-33838-10238918
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_57760;tl=ExIwYUB7ePq2dj7m-33838-10238918
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_73E7476C2;tl=ExIwYUB7ePq2dj7m-33874-10240189
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_73E7476C2;tl=ExIwYUB7ePq2dj7m-33874-10240189
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_07318;tl=ExIwYUB7ePq2dj7m-33892-10240886
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_07318;tl=ExIwYUB7ePq2dj7m-33892-10240886
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA036849;tl=ExIwYUB7ePq2dj7m-33856-10239400
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA036849;tl=ExIwYUB7ePq2dj7m-33856-10239400
http://ensembl.gramene.org/Aegilops_tauschii/Transcript/Summary?db=core;g=F775_32796;r=Scaffold78579:8498-18815;t=EMT06756;tl=24QMWO0vCMrjEtuO-22217-6204839
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_4561;tl=ExIwYUB7ePq2dj7m-33839-10238942
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_DB38D1FC7;tl=ExIwYUB7ePq2dj7m-33875-10240199
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_DB38D1FC7;tl=ExIwYUB7ePq2dj7m-33875-10240199
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_20952;tl=ExIwYUB7ePq2dj7m-33893-10240896
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_20952;tl=ExIwYUB7ePq2dj7m-33893-10240896
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA011720;tl=ExIwYUB7ePq2dj7m-33857-10239422
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA011720;tl=ExIwYUB7ePq2dj7m-33857-10239422
http://ensembl.gramene.org/Aegilops_tauschii/Gene/Summary?db=core;g=F775_30318;tl=24QMWO0vCMrjEtuO-22218-6204849
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_79186;tl=ExIwYUB7ePq2dj7m-33840-10238961
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_79186;tl=ExIwYUB7ePq2dj7m-33840-10238961
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_26163;tl=ExIwYUB7ePq2dj7m-33894-10240945
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_26163;tl=ExIwYUB7ePq2dj7m-33894-10240945
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA038078;tl=ExIwYUB7ePq2dj7m-33858-10239437
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA038078;tl=ExIwYUB7ePq2dj7m-33858-10239437
http://ensembl.gramene.org/Aegilops_tauschii/Transcript/Summary?db=core;g=F775_43336;r=Scaffold21671:64746-76289;t=EMT23102;tl=24QMWO0vCMrjEtuO-22219-6204863
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Mosn

Brachypodium Hordeum_vulgare Triticum_aestivum Triticum_urartu Oryza_sativa(indica) Aegilops_Taushii
umsa
Ha
Mapxep Nepekpbisa MNepekpbiBa MNepekpbiBa Nepekpbisa Mepekpbisa
Kapt owmecs Sco [Mlometb! (InterPro) owmecs Sco Momenbl (InterPro) Mepexpbiaaiouy Sco [Mometb! (InterPro) towmeca Sco [Mometb! (InterPro) towmecs Seo Momenbi (InterPro) owmeca Sco [Llometb! (InterPro)
e re re 1ecs reHbl re re re re
reHbl reHbl reHbl reHbl reHbl
()]
BRADI4G279 87. MLOC_6097 89. Traes_S5BL_370 99. . TRIUR3_151 98. . BGIOSGA029 81. . 98.
77 0 Carotenoid_Oase. S 0 Carotenoid_Oase. DB67EC 0 Carotenoid_Oase. 78 0 Carotenoid_Oase. 997 0 Carotenoid_Oase. F775_10578 0 Carotenoid_Oase.
[BS00065390_51] 12,86
BRADI3G346 8. Carotenoid_Oase. BGIOSGAD27 7 Carotenoid_Oase
90 0 - ) 068 0 - .
BRADI4G278 92. " Traes_SBL_1CE 99. " TRIUR3_237 89. PP2C-like_dom. BGIOSGA030 65. i
20 0 PP2C-like_dom. 9828CD o PP2C-like_dom. 45 0 Protein_Pase_2C. 014 0 PP2C-like_dom.
[BS00045446_51] 12,86 BRADI4G278 %
20 0 PP2C-like_dom.
Mit_carrier.
[Kukri_c59166_143] 12,86 BG‘OZS&AMS Sg' Mitochondrial_sb/s
ol_carrier.
86. TPX2_dom_C. Traes_5BL_C45 10 TRIUR3_188 89. TPX2_dom_C. BGIOSGA027 69. 80.
[BS00110489_51] 12,86 MLOC_558 o TPY2. fam. 265508 00 TPX2_dom_C. 61 o TPX2. fam. 483 o PSII_PsbR. F775_26968 o
[wsnp_Ex_c53011_56 BRADI2G539 61 MLOC_4550 84 PC-Esterase Traes_SBL_OA2 99 PC-Esterase BGIOSGAOL9 61 Clathrin_mu_C. 80 PC-Esterase.
“395185] 12,86 %0 0 Znf_HIT. 3 0 PMRS5_N_dom. A95985 0 PMRS_N_dom. 594 0 Coatomer_dsu. F775._16314 0 PMRS_N_dom.
Longin-like_dom.
EG-like_dom. EGF-
like_Ca-bd_dom.
EGF-
Epimerase_deHydt type_Asp/Asn_hydr
BRAD(;?GBS 93' Amidase. MLOC;NSS 8(2)3. Disease-R_pln. Tra:zgf,sliLEEGSO 93' Disease-R_pln. TRIU';ZJ% Sé). DUF616. BG‘OSSZG:{EZ 605' ase_N. NAD(P)- F775_01114 709' oxyl_site. EGF_Ca-
[wsnp_CAP8_c1594_9 12,86 bd_dom. bd_CS. Kinase-
14839] like_dom. Ser-
Thr/Tyr_kinase_cat_
dom. WAK_GUB.
Traes_5BL_D65 97. Disease-R pln
430763 0 P
BRADI4G274 75. 91. Traes_SBL_FF9 99. BGIOSGA032 71.
[JD_c7452_325] 12,86 %0 0 Ferrochelatase HEMH 0 Ferrochelatase. AAGBSS 0 Ferrochelatase. 439 0
BRADI1G149 86. TRIUR3_102 10 Enolase. Enolase_C. MIR1122, 89.
90 [ 98 0.0 Enolase_N. MIR1122 0
[Kukri_c36789_230] 12,86
BRADI1G025 78. Oyt P4s0 TRIUR3_191 94. Rab-GTPase-
75 0 YE_F450. 87 0 TBC_dom.
N Traes_S5BL_626 89. TRIUR3_302 80.
[Kukri_c39743_170] 12,86 4502EF 0 04 0
CRAL-bd_toc_tran. CRAL-bd_toc_tran.
MLOC_5387 90. e Traes_5BL_39A 98. s
[TA004455-0314] 12,86 5 0 CRAL/TRIO_N_dom SAIABA 0 CRAL/TRIO_N_dom
CHP02058.
[Ku_c69113_923] 12,86 mLoc_1878 92. TRIURS_130 94 HARBI1_dom. F775_27672 88. Tubulin/Ftsz_2-
1 0 67 0 [¢]
layer-sand-dom.
BRADI3G569 81. MLOC_2774 86. Traes_5BL_7E9 99. TRIUR3_157 89. X BGIOSGA009 83. s 89. s
12,86 20 ° F-box_dom 5 o AD8270 ° 58 0 F-box_dom. 330 0 F-box_dom. F775_21149 0 F-box_dom.
[Excalibur_rep_c6837 i i 5 WD
5 213 protein_beta_WD-
_213] BRADQI?)GSSQ 8([)). MLOC375495 Sg. 40_rep. TRIU?;JJEM 806. BG\O:gGlAOOS 81. F-box_dom. F775_15047 807. F-box_dom.
WD40/YVTN_repea
t-like_dom.
Pentatricopeptide, Pentatricopeptide. Pentatricopeptide, HS1-bd.
[TA008675-0589] 12,86 BRADI4G292 88. repeat. TPR- - MLOC_3817 96. repeat. TPR- - Traes_S5BL_C27 10 HS1-bd. TRIUR3_102 98. repeat. TPR- - BGIOSGA029 84. Pentatricopeptide_
60 0 " . 8 0 " . E18BAB 0.0 96 0 " . 873 0 repeat. TPR-
like_helical_dom. like_helical_dom. like_helical_dom. " "
like_helical_dom.
BRADI4G279 90. " MLOC_5583 95. . Traes_SBL_D65 10 : BGIOSGA030 70. Myb-like_dom. 97.
[wsnp_Ex_c12909_20 - 40 0 Myb-like_dom. 9 0 NAM-associated_C. 478786 0.0 NAM-associated_C. 0 SANT/Myb. F775_07467 0
457407] i BGIOSGAO30 68 72.
004 0 F775_07467 0
BRADI3G360 88. NAT4-rel. MLOC_1075 97. NAT4-rel. Traes_SBL_EBA 99. NAT4-rel. TRIUR3_248 79. NAT4-rel. BGIOSGA013 89. . 94. NAT4-rel.
. ) ) N EF-hand-dom_pair. F775_06466 )
[1AAV3825] 12.86 10 0 Xant/urac/vitC. 5 0 Xant/urac/vitC. 1CD957 0 Xant/urac/vitC. 72 0 Xant/urac/vitC. 804 0 0 Xant/urac/vitC.
i BRADI4G294 86. NAT4-rel. TRIUR3_207 79. NAT4-rel. 775 07931 80. NAT4-rel.
40 0 Xant/urac/vitC. 56 0 Xant/urac/vitC. = 0 Xant/urac/vitC.
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Tosu Brachypodium Hordeum_vulgare Triticum_aestivum Triticum_urartu Oryza_sativa(indica) Aegilops_Taushii
umsa
Ha
Mapxep Nepekpbisa MNepekpbiBa MNepekpbiBa Nepekpbisa Mepekpbisa
Kapt owmecs Sco [Mlometb! (InterPro) owmecs Sco Momenbl (InterPro) Mepexpbiaaiouy Sco [Mometb! (InterPro) towmeca Sco [Mometb! (InterPro) towmecs Seo Momenbi (InterPro) owmeca Sco [Llometb! (InterPro)
e re re 1ecs reHbl re re re re
reHbl reHbl reHbl reHbl reHbl
(M)
BRADI1G025
75, 75.
BRADI1GO34 0 Cyt_paso.
85
Cyst ine di Cyst ine di Cysteamine_dioxyg Cyst ine di
BRADI3G431  69. MLOC_ 5583 97. ySteamine CloVe | rraes sBL_FFL 10 ysteamine_CloXVe | qpiur3_264 98, enase. RmiC- BGIOSGA030  77. ysteamine_cloxyg 72.
Exonuclease. - enase. RmIC- ren enase. RmiC- . I enase. RmIC- F775_24414
30 0 7 0 like_jellyroll 92FC6A 0.0 like jellyroll 14 0 like_jellyroll. 009 0 like jellyroll. 0
[JG_c1889_344] 12,86 _jellyroll. _jellyroll. RmIC_Cupin. —Jefyrof
TRIUR3_086 73.
49 0
BRADI4G278 80. AP2/ERF_dom MLOC_5517 92. AP2/ERF_dom. Traes_5BL_63E 99. AP2/ERF_dom. TRIUR3_174 97. AP2/ERF_dom. BGIOSGA030 73. AP2/ERF_dom. F775 06426 95. AP2/ERF_dom.
50 0 - ) 3 0 DNA-bd_dom. 444E80 0 DNA-bd_dom. 96 0 DNA-bd_dom. 019 0 DNA-bd_dom. - 0 DNA-bd_dom.
[wsnp_Ex_cas257.53 | . oo Coi@m?ﬁ:su\}g
217539] ’ BRADI2G603  63. BGIOSGAOD9  70. protein_peta_WL-
70 0 935 0 40_rep.
WDA40/YVTN_repea
t-like_dom.
MLOC_4422 89. Hypoxia_induced_d Traes_S5BL_FCA 10 Hypoxia_induced_d
[B500002191_51] 12,86 4 0 omain. 06CE1F 0.0 omain.
P-loop_NTPase. P-loop_NTPase.
BRADI4G085 75. MLOC_1119 93. P-loop_NTPase. Traes_S5BL_663 10 g TRIUR3_288 96. P-loop_NTPase. BGIOSGA030 72. - 95. -
27 ° P-loop_NTPase. 5 o SMIC. For335 00 P-loop_NTPase. 51 0 SMIC6. 209 0 RecF/RSe’\cAl\lC/:MC_N. F775_27251 0 RecF/RSe’flll\IC/SSMC_N.
[Kukri_c34434_1037] 12,86 p-loop_NTPase . .
TR'U:§—291 8&' RecF/RecN/SMC_N. F775_03792 8;' P"°°S‘;\;'£Pase‘
SMC6. )
BRADI4G278 78. AP2/ERF_dom MLOC_5517 92. AP2/ERF_dom. Traes_5BL_63E 10 AP2/ERF_dom. TRIUR3_174 95. AP2/ERF_dom. BGIOSGA030 64. AP2/ERF_dom. F775 06426 97. AP2/ERF_dom.
50 0 - ) 3 [ DNA-bd_dom. 444E80 0.0 DNA-bd_dom. 96 0 DNA-bd_dom. 019 0 DNA-bd_dom. - 0 DNA-bd_dom.
[wsnp_JD_c10416_11 12.86 DUFS10
077664] i BGIOSGAO27  62. ;
037 0 Munc13_1.
Munc13_dom-2.
1 Traes_SBL_78A 99.
[Kukri_c23070_350] 12,86 A15006 o MFS.
Dicer_dimerisation
"~ dom. dsRNA- DEAD/DEAH_box_h
bd_dom. elicase_dom.
BRADI4G084 71. Nucleotide- MLOC_6447 90. " Traes_2BS_CDE 10 TRIUR3_197 83. L . . 85. Dicer_dimerisation_
30 0 bd_a/b_plait. 9 0 ARM:-like. 410A7D 0.0 67 0 Helicase_C. P F775_07968 0 dom. Helicase_ATP-
Kukri_c32583_540 12,86 loop_NTPase. |
bd. P-loop_NTPase.
PAZ_dom. RNase_lll_dom.
RNase_|lI_dom. I .
BRADI2G206 64.
00 0
BRADI4G314 N MLOC 6737 - Traes S5BL ASF 10 " TRIUR3 261 " BGIOSGA017 . .
[BS00002208_51] 14,18 101 36 Brix. 6 46 Brix. 7D3709 1 Brix. 18 46 Brix. 752 38 Brix. F775_28003 46 Brix.
[RFL_Contig3811_370 BRADI4G302 DUF1666. DUF1666. Traes 5BL B56 DUF1666. TRIUR3 316 DUF1666. BGIOSGA029 DUF1666.
9] 14,18 00 40 Ribosomal_L34Ae. MLOC 5225 85 Ribosomal_L34Ae. 64D3E9 o7 Ribosomal_L34Ae. 96 3 Ribosomal_L34Ae. 767 3 F775 32195 %3 Ribosomal_L34Ae.
DIOX_N. IPNS-like. Syntaxin/epimorphi
DIOX_N. IPNS-like. Isopenicillin- .
[BS00092953_51] 14,18 MLOC 5907 33 Oxoglu/Fe- Traes SBL10E 4 N_synthase. bGloseAo0l g n_CS. Syntaxin_N.
1 dep_dioxygenase. F2471E Oxoglu/Fe- a3 {-SNARE.
p-cloxygenase. o8 T_SNARE_dom.
dep_dioxygenase.
DUF3675. DUF3675. DUF3675. DUF3675. DUF3675. Znf_RING-
[RAC875_rep_c10532 1418 MLOC 5577 89 Znf_RING-CH. Traes SBL OA1l 97 Znf_RING-CH. TRIUR3 018 85 Znf_RING-CH. BGIOSGA030 29 Znf_RING-CH. 775 28965 85 CH.
2.99] 4 1 Znf_RING/FYVE/PH 8D8C41 Znf_RING/FYVE/PH 98 Znf_RING/FYVE/PH 748 Znf_RING/FYVE/PH TS Znf_RING/FYVE/PHD
D. D. D. D. .
D-
Traes 5BL 77D isomer_DH_NAD- BGIOSGA027
[BS00049793_51] 14,18 18C784 93 bd. NAD(P)- 576 17
bd_dom.
[IACX6007] 14,18 w 68 W 92 CAAX_protease. W 80 CAAX_protease. % 22 CAAX_protease.



http://ensembl.gramene.org/Brachypodium_distachyon/Transcript/Summary?db=core;g=BRADI4G31410;r=4:37156708-37159300;t=BRADI4G31410.1;tl=24QMWO0vCMrjEtuO-22243-6205428
http://ensembl.gramene.org/Brachypodium_distachyon/Transcript/Summary?db=core;g=BRADI4G31410;r=4:37156708-37159300;t=BRADI4G31410.1;tl=24QMWO0vCMrjEtuO-22243-6205428
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_67376;tl=ExIwYUB7ePq2dj7m-33841-10238996
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_67376;tl=ExIwYUB7ePq2dj7m-33841-10238996
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_A5F7D3709;tl=ExIwYUB7ePq2dj7m-33877-10240264
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_A5F7D3709;tl=ExIwYUB7ePq2dj7m-33877-10240264
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_26118;tl=ExIwYUB7ePq2dj7m-33895-10240983
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_26118;tl=ExIwYUB7ePq2dj7m-33895-10240983
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA017752;tl=ExIwYUB7ePq2dj7m-33859-10239491
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA017752;tl=ExIwYUB7ePq2dj7m-33859-10239491
http://ensembl.gramene.org/Brachypodium_distachyon/Gene/Summary?db=core;g=BRADI4G30200;tl=24QMWO0vCMrjEtuO-22244-6205481
http://ensembl.gramene.org/Brachypodium_distachyon/Gene/Summary?db=core;g=BRADI4G30200;tl=24QMWO0vCMrjEtuO-22244-6205481
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_5225;tl=ExIwYUB7ePq2dj7m-33842-10239011
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_B5664D3E9;tl=ExIwYUB7ePq2dj7m-33878-10240317
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_B5664D3E9;tl=ExIwYUB7ePq2dj7m-33878-10240317
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_31696;tl=ExIwYUB7ePq2dj7m-33896-10240985
http://ensembl.gramene.org/Triticum_urartu/Gene/Summary?db=core;g=TRIUR3_31696;tl=ExIwYUB7ePq2dj7m-33896-10240985
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA029767;tl=ExIwYUB7ePq2dj7m-33860-10239541
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA029767;tl=ExIwYUB7ePq2dj7m-33860-10239541
http://ensembl.gramene.org/Aegilops_tauschii/Gene/Summary?db=core;g=F775_32195;tl=24QMWO0vCMrjEtuO-22221-6204899
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_59071;tl=ExIwYUB7ePq2dj7m-33843-10239047
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_59071;tl=ExIwYUB7ePq2dj7m-33843-10239047
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_10EF2471E;tl=ExIwYUB7ePq2dj7m-33879-10240335
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_10EF2471E;tl=ExIwYUB7ePq2dj7m-33879-10240335
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA001973;tl=ExIwYUB7ePq2dj7m-33861-10239610
http://ensembl.gramene.org/Oryza_indica/Gene/Summary?db=core;g=BGIOSGA001973;tl=ExIwYUB7ePq2dj7m-33861-10239610
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_55771;tl=ExIwYUB7ePq2dj7m-33844-10239073
http://ensembl.gramene.org/Hordeum_vulgare/Gene/Summary?db=core;g=MLOC_55771;tl=ExIwYUB7ePq2dj7m-33844-10239073
http://ensembl.gramene.org/Triticum_aestivum/Gene/Summary?db=core;g=Traes_5BL_0A18D8C41;tl=ExIwYUB7ePq2dj7m-33880-10240397
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http://ensembl.gramene.org/Brachypodium_distachyon/Transcript/Summary?db=core;g=BRADI1G07570;r=1:5324994-5327677;t=BRADI1G07570.1;tl=24QMWO0vCMrjEtuO-22257-6205831
http://ensembl.gramene.org/Brachypodium_distachyon/Transcript/Summary?db=core;g=BRADI1G07570;r=1:5324994-5327677;t=BRADI1G07570.1;tl=24QMWO0vCMrjEtuO-22257-6205831
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Tosu Brachypodium Hordeum_vulgare Triticum_aestivum Triticum_urartu Oryza_sativa(indica) Aegilops_Taushii
umsa
Ha
Mapxep Nepekpbisa MNepekpbiBa MNepekpbiBa Nepekpbisa Mepekpbisa
Kapt owmecs Sco [Mlometb! (InterPro) owmecs Sco Momenbl (InterPro) Mepexpbiaaiouy Sco [Mometb! (InterPro) towmeca Sco [Mometb! (InterPro) towmecs Seo Momenbi (InterPro) owmeca Sco [Llometb! (InterPro)
e re re 1ecs reHbl re re re re
reHbl reHbl reHbl reHbl reHbl
(M)
Peptidase_S24_S26
A/B/C.
Cellulose_synth.
BRADI4G330 85. Cellulose_synth. MLOC_6591 95. Nucleotide- Traes_SBL_595 98. Cellulose_synth. TRIUR3_124 99 Cellulose_synth. BGIOSGA029 80. Cellulose_synth. F775_05137 10 Cellulose_synth.
[Excalibur_c8082_478 90 0 4 0 diph 463605 0 44 0 584 0 0.0
—] ! 15,53 iphossugar_trans.
BRADI4G330 81. MLOC_5275 86. Cit_transptr- Traes_5BL_595 98. 90.
20 0 Cellulose_synth. 6 0 like_dom. 4636051 o Cellulose_synth. F775_17281 0 Cellulose_synth.
MLOC_6675 10 K'g::;::(egj;t"' Traes SBL_768 10 KI;:,S;T-::@ES:F
7 00 spikin_ase. A02870 00 spikin_ase.
[BS00108020_51] 15,53 i like d
MLOC_6675  95. 'Q:rsmregu:ﬁ'
7 0 sp_kin;se.
BRADI4G407 66. AAA+_ATPase. /
[BS00070507_51] 15,53 pat o Leurich,rpt.
Bulb-
type_lectin_dom.
ConA-like_dom.
BRADI4G195 90. ADF-H/Gelsolin- MLOC_6372 90. Traes_5BL_58B 10 TRIUR3_202 93. BGIOSGA000 71. EG-like_dom.
70 [ like_dom. [ [ ’ 51C6FB1 0.0 ) 32 0 ) 687 0 Kinase-like_dom.
PAN-2_domain. S-
[BS00028183_51] 15,53 locus_recpt_kinase
_C.
BRADI4G329 80.
00 [
BRADI4G329 79.
00 [
BRADI4G333 83. MLOC_5801 87. Traes_S5BL_17A 87. TRIUR3_094 94, BGIOSGA029 79. 93.
70 0 WRKY_DNA-bd. 9 0 WRKY_DNA-bd. 712094 0 WRKY_DNA-bd. 62 0 WRKY_DNA-bd. 574 0 WRKY_DNA-bd. F775_09872 0 WRKY_DNA-bd.
[wsnp_Ex_c6548_113 BRADI4G302 83, MFS_dom. MLOC_5801 87. Traes_5BL_17A 83. TRIUR3_094 93,
iy 15,53 % o Sugar/\r;;st\tol_tran . o WRKY_DNA-bd. 1007 o WRKY_DNA-bd. 6 o WRKY_DNA-bd.
BRADI4G333 74. Traes_5BL_B98 79.
70 0 WRKY_DNA-bd. 442666 0
Traes_5BL_FAB 98. Pentatricopeptide,
B! 4767_51] 15, >0 —
[BS00064767_51] 5,53 985C54 0 repeat.
Bé:é‘:‘":;“ bHLH_dom.
BRADI4G329 87. bHLH_dom MLOC_5104 82. ConA—Iikg_dom. Traes_S5BL_AAC 93. bHLH_dom. . . . BGIOSGA030 87. bHLH_dom. F775_23096 10 Pentatricopeptide_r
[Excalibur_c32630_10 1553 67 0 4 0 WDAOMVTN, repea 97238 0 958 0 0.0 epeat. TPR-
4] ’ " - like_helical_dom.
t-like_dom.
BRADI3G389 81.
70 0 bHLH_dom
[Excalibur_c49271_18 94, Leurich_rpt. NB- Traes_SBL_1C3  98.  PI3/4_kinase_cat_d
15,53 . . . MLOC_91 ARC. P-
3] [ loop_NTPase. 6F86791 [ om.
Chromo/shadow_d
om. Helicase_ATP-
[Tdurum_contig42092 BRADI3G151 69. TRIUR3_225 73. . BGIOSGA023 68. bd. Homeodomain- 72. .
48] 15,53 20 0 . . . . . . . 56 0 His_deacetylse. 775 o like. P- F775_04394 0 His_deacetylse.
loop_NTPase.
SNF2_N.
He:A;P:;e?crvotei HATPase_C. HATPase_C. Hea}:ilfcslficn:otei F-box_dom.
[1AAV5469] 15,53 BRADI4G329 90. HATPase_C. MLOC 3272 95. ; %0 C_Sp Traes_5BL_37E 97. Hsp90_fam. TRIUR3_314 96. Heat_shock_protei BGIOSGA029 88. ; %0 C_sp 775 01522 96. HATPase_C.
’ 41 0 Hsp90_ = 0 LT CD3B1E 0 Ribosomal_S5_D2- 74 0 n_90_Cs. 594 0 LT - 0 Heat_shock_protein
Ribosomal_S5_D2- typ fold Hsp90_fam Ribosomal_S5_D2- 90 Cs
typ_fold. Yp_fold. p30_fam. typ_fold. -
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Aegilops_Taushii

Triticum_aestivum

Triticum_urartu

Oryza_sativa(indica)

Moan Brachypodium Hordeum_vulgare
umsa
Ha
Mapxep Nepekpbisa MNepekpbiBa MNepekpbiBa Nepekpbisa Mepekpbisa
Kapt owmecs Sco [Mlometb! (InterPro) owmecs Sco Momenbl (InterPro) Mepexpbiaaiouy Sco [Mometb! (InterPro) towmeca Sco [Mometb! (InterPro) towmecs Seo Momenbi (InterPro) owmeca Sco [Llometb! (InterPro)
e re re 1ecs reHbl re re re re
reHbl reHbl reHbl reHbl reHbl
()]
Ribosomal_S5_D2- Ribosomal_S5_D2-
typ_fold. typ_fold.
HATPase_C.
BRADI3G388  85. HATPase_C. BGlosGa26 g, eatshock-protei
o7 0 Hspg0, 0 n-90.G.
- Ribosomal_S5_D2-
typ_fold.
. . . PI13/4_kinase_cat_d .
BRADI4G329 87. Cellulose synth MLOC_5744 97. PI3/4_kinase_cat_d Traes_5BL_1C3 97. PI3/4_kinase_cat_d TRIUR3_129 75. PI13/4_kinase_cat_d BGIOSGA029 90. om. Ubiquitin 775 32640 97. PI3/4_kinase_cat_d
60 0 —syneh- 0 0 om. 686791 0 om. 12 0 om. 593 0 i ~ 0 om.
Ex_c66350_301 15,53 PI3/4_ki o -
BRADI3G389  77.  PI3/4_kinase_catd | MLOC_5593  75. —iinase._cat_
om. Ubiquitin-
60 0 om. 4 [
rel_dom.




Ipuiaoxenune 5. KoappuumueHTsl KOppeasiiui CyTOYHBIX NMATTEPHOB 3KCIPECCHU
TeHOB Y HEYYBCTBHUTEJIbHBIX K ¢oTomepuony maunmii (Sonora, Ppd-m, ppd-w).
7KupubiM mpudgToM BblaeJeHbI 3HaunMble koppeasimun (P = 0.001).

Obmee Hour | Ppd-B1 | PhyC Ppd-Al Ppd-D1 | Vrn-Al | TaFT1 PhyC-5B | PhyC-5A PhyB PhyA FHY3/FAR1
Hac 1,00 | -025| -016 | -021| -036| 020| -024 -0,28 -031 | -0,17 | -0,06 0,00
Ppd-B1 - 1,00 | 0,14 0,55 0,65 0,20 0,58 0,31 029 | 037 | 007 0,20
PhyC - - 1,00| -019| -019| 038 -001 0,91 093 | 036 | 074 0,51
Ppd-Al - - - 1,00 085 | 037| 074 -0,06 008 | 067 | 001 0,26
Ppd-D1 - - - - 1,00 | 008 | 075 -0,05 0,09 | 044 | -0,04 0,02
Vin-Al - - - - - 1,00 | 044 0,41 034 | 076 | 057 0,93
TaFTl - - - - - - 1,00 0,13 003 | 067 | 032 0,36
PhyC-5B - - - - - - - 1,00 094 | 047 | 068 0,51
PhyC-5A - - - - - - - - 1,00 | 041 | 065 0,45
PhyB - - - - - - - - - 1,00 | 058 0,75
PhyA - - - - - - - - - - 1,00 0,66
FHY3/FARL | __ _ . - . - _ _ _ _ - 1,00
Jens (0-9) Hour Ppd-B1 PhyC Ppd-Al Ppd-D1 Vrn-Al TaFT1 PhyC-5B PhyC-5A PhyB PhyA FHY3/FAR1
Hac 1,00 | -037| -027| -040| -072| 021 -0,60 -0,45 041 | 015 | -0,21 0,06
Ppd-B1 - 1,00 | 0,08 0,58 067 | -010| 058 0,34 030 | 0721 -007 0,08
PhyC - - 1,00 0,22 000 | 079 | 063 0,93 094 | 084 | 090 0,75
Ppd-Al - - - 1,00 075 | 008]| 052 0,37 047 | 051 | -0,02 0,00
Ppd-D1 - - - - 1,00 | 036 | 061 0,25 025 | 011 | -0,12 -0,40
Vrn-Al - - - - - 1,00 | 0,24 0,65 067 | 077 | 074 0,96
TaFT1 - - - - - - 1,00 0,80 0,75 | 059 | 056 0,18
PhyC-58 - - - - - - - 1,00 095 | 084 082 0,65
PhyC-5A - - - - - - - - 1,00 | 088 | 079 0,63
PhyB - - - - - - - - - 100 | o071 0,74
PhyA - - - - - - - - - - 1,00 0,76
FHY3/FARL | __ . . - . - - - - - - 1,00
Hous (9-24) Hour Ppd-B1 PhyC Ppd-Al Ppd-D1 Vrn-Al TaFT1 PhyC-5B PhyC-5A PhyB PhyA FHY3/FAR1
Hac 1,00 | -017 | -013| -033| -039| 028| 014 0,22 -0,30 | -023 | 005 0,36
Ppd-B1 - 1,00 | 062 | -009| -018| 053] -010 0,72 076 | 028 | 031 0,52
PhyC - - 1,00 0,01 006 | 068 024 0,90 092 | 069 077 0,81
Ppd-Al - - - 1,00 064 | -020]| 012 -0,08 001 | 013 | 015 0,20
Ppd-D1 - - - - 1,00 | -010 | 0,24 0,04 011 | 035 020 0,05
Vm-Al - - - - - 1,00 0,32 0,72 0,66 | 059 | 0,56 0,86
TaFT1 - - - - - - 1,00 0,29 017 | 051 | 047 0,35
PhyC-5B - - - - - - - 1,00 094 | 077 | o068 0,76
PhyC-5A - - - - - - - - 100 | 075 | 0,69 0,74
PhyB - - - - - - - - - 1,00 | 069 0,65
PhyA - - - - - - - - - - 1,00 0,66
FHY3/FARL | __ - - - - - - - - - - 1,00
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[punoxenne 6. KodppuumeHTsl KOppeasiiui CYyTOYHBIX NATTEPHOB JKCIPECCUH
reHOB Yy YYBCTBHTeJbHOU K (oronepuony JuHum (®PYJ2). KupubiM mpudrom
BbIeJIeHbI 3HaYHMbIe Koppeasimuu (P = 0.001).

OGmee Hour | Ppd-B1 | PhyC | Ppd-Al | Ppd-D1 | Vrn-Al | TaFTL1 | PhyC-5B | PhyC-5A | PhyB | PhyA | FHY3/FARL
Uac 1,00 | 063 | 026 | -054 | -051 | -068 | -022 | -038 032 | -064 | -0,34 -0,58
Ppd-B1 - 1,00 |-037 | 096 097 | 09 | 008 | -0,19 015 | 046 | 0,08 0,79
PhyC - - 1,00 | -043 | 029 | -009 | -001 | 064 070 | 004 | 054 021
Ppd-AL - - - 1,00 089 | 081 | -012 | -0,29 020 | 051 | 0,02 0,71
Ppd-D1 - - - - 1,00 | 085 | 003 | -017 009 | 036 | 004 0,75
vim-Al - - - - - 1,00 | 0,08 0,09 008 | 064 | 046 091
TaFT1 - - - - - - 1,00 0,39 010 | 004 | 011 0,09
PhyC-5B - - - - - - - 1,00 084 | 029 | 057 0,32
PhyC-5A - - - - - - - - 1,00 | 033 | 054 0,32
PhyB - - - - - - - - - 1,00 | 0,62 0,72
PhyA - - - - - - - - - ~ | 1,00 0,60
FHY3/FAR1 - - - - - - - - - - - 1,00
Tens (0-9) Hour | Ppd-BL | PhyC | Ppd-Al | Ppd-D1 | Vm-Al | TaFTL | PhyC-5B | PhyC-5A | PhyB | PhyA | FHY3/FARL
Yac 1,00 | 099 | 024 | -091 | -097 | -081 | -003 | -0,28 035 | 0,79 | 0,69 -0,89
Ppd-B1 - 1,00 |-023| 088 097 | 085 | 009 0,36 028 | -0,80 | -0,65 091
PhyC - - 1,00 | -044 | -008 | 014 | 003 0,46 030 | 055 | 062 018
Ppd-Al - - - 1,00 079 | 053 | -020 | 005 029 | -0,68 | -0,89 0,65
Ppd-D1 - - - - 1,00 | 088 | 006 0,39 041 | -0,76 | -0,52 0,95
vm-Al - - - - - 1,00 | 036 0,69 013 | -071 | -021 0,95
TaFT1 - - - - - - 1,00 0,35 0,29 | -017 | 040 018
PhyC-5B - - - - - - - 1,00 023 | -019 | 021 0,56
PhyC-5A - - - - - - - - 1,00 | 006 | -0,14 0,36
PhyB - - - - - - - - - 1,00 | 055 -0,65
PhyA - - - - - - - - - ~ | 100 -0,31
FHY3/FAR1 - - - - - - - - - - - 1,00
Hous (9-24) Hour | Ppd-B1 | PhyC | Ppd-Al | Ppd-D1 | Vm-Al | TaFT1 | PhyC-5B | PhyC-5A | PhyB | PhyA | FHY3/FAR1
Uac 1,00 | -042 | 007 | -005 | -009 | -060 | -033 | -0,63 051 | -0,67 | -0,37 -0,28
Ppd-B1 - 1,00 |-001| 068 059 | 051 | -028 | -0,01 005 | 000 | 027 0,02
PhyC - - 1,00 | -045 | -026 | 060 | -005 | 063 071 | 053 | 078 0,88
Ppd-Al - - - 1,00 050 | -021 | -025 | -055 050 | -0,32 | -0,30 -0,43
Ppd-D1 - - - - 1,00 | -010 | -011 | -0,24 0,25 | -0,10 | -0,05 -0,21
Vrn-Al - - - - - 1,00 | 017 0,78 070 | 058 | 082 0,77
TaFT1 - - - - - - 1,00 0,42 015 | 022 | 007 0,20
PhyC-5B - - - - - - - 1,00 087 | 088 | 080 0,86
PhyC-5A - - - - - - - - 1,00 | 088 | 078 0,80
PhyB - - - - - - - - - 1,00 | 0,66 0,74
PhyA - - - - - - - - - ~ | 100 0,88
FHY3/FAR1 - - - - - - - - - - - 1,00




