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Coto [Glycine max (L.) Merr.] nponssoasT B 93 cTpaHax Mupa Ha 120,5 MiH ra. Bo3gesbiBaHue 3T0W KynbTypbl OCYLLECT-
BNAOT Mexay 56° c. w. (Poccuickas ®epepaums) n 35-37° 1. w. (ApreHtuHa). B reHodoHae cou bonbluoe pasHoobpa-
31e reHOTUMOB PasHbIX FPYNM CMeoCTH, KaX oM U3 KOTOpbIX HE0OX0AUMBI OnpefeneHHbIe TENN0- U BNaroobecneyeHHoCTb,
a TaKXKe MPOAOIIKUTENBHOCTL CBETOBOMO AHA. [1N0Wafb BblpaliMBaHWs KOHKPETHBIX COPTOB, KaK NpaBuio, orpaHuyeHa y3-
KWM LUMPOTHBIM MHTepBasoM. AKTyanbHas npobneMa coBpeMeHHOCTH — CO3,aHWe CKOPOCMNESbIX COPTOB, MO3BOMISLLMX pac-
LUMPSTL NPOM3BOLCTBEHHBIE NOCEBLI K ceBepy. K HacTosLLeMy BpeMeHu Y coum onpegesnieHo 12 rnaBHbIx lokycos (E1—E17n J),
KOHTPOJIMPYIOLLMX CPOKM LIBETEHMS U peakumio Ha GoTtonepuog. OT annenbHbIX KOMOUHALMIA U B3aMMOAENCTBUSA ITUX JIOKYCOB
3aBMCAT CPOKM CO3pEBaHUS W, B KOHEYHOM CYeTe, afanTauus KynbTypbl K pasHbiM LIKMPOTaM. 3TU JIOKYCbl KapTUPOBaHBbI,
W ANS YacTW U3 HUX MOEHTUOULMPOBaHBI FeHbl, 0XapaKTePU30BaHO UX afieNlbHoe pa3Hoobpasue, OMMCcaHbl MeXaHW3Mbl UX
(YHKUMOHNPOBaHWA 1 B3auMoLencTus. B naHHOM 0630pe M3N0XKeHbl COBPEMEHHbIE NMPeACTaBNEHUs 0 CTPYKTYPE U XapaK-
Tepe B3aMMOJENCTBUA MOJIEKYNIAPHO-TEHETUHECKUX AETEPMUHAHT CKOPOCMENOCTU COM, PErYNMPYIOLIMX CPOKU ee LIBETEHUS
1 co3peBaHWsa Npu pasHoM (GoTonepuode 1 UX BAMSHWE Ha Apyrue NpU3HaKY, BKITKOYas XapaKTep pocTa U MPOAYKTUBHOCTb.
B utore cdopmupoBaHo npeacTaBneHre 06 oNTUManbHOM 1S CEBEPHbIX LUMPOT FeHOTUNE, C COYETaHWeM annenen, obecne-
UMBAKOLLMX CaMOE paHHee LiBETEHWE U CO3peBaHME B CPAaBHUTENBHO CEBEPHBIX 00/1aCTAX C AJIMHHBIM CBETOBBIM [IHEM.
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Soybean [Glycine max (L.) Merr.] is produced in 93 countries of the world on 120.5 million hectares. The production area
of the crop is located between 56°N. (Russian Federation) and 35-37°S (Argentina). In the gene pool of the crop, there is a wide
variety of genotypes of different maturity groups, which every has a relatively narrow latitudinal adaptability, which depends
on heat and moisture supply and the duration of photoperiod. An urgent problem of our time is the creation of early maturated
varieties which allow to expand soybean cultivation to the north. In soybean 12 major loci (E7T-E71 and J) have been identified,
which control the flowering initiation and the response to the photoperiod. The time of maturation, photothermal response
and, ultimately, the adaptation of the crop to different latitudes also depend on various allelic combinations and the interaction
of these loci. All these loci have been mapped, and for some of them genes have been identified, their allelic diversity has been
characterized and the mechanisms of their functioning and interaction have been described. But the molecular-genetic nature
of the early maturity of soybean has not yet been revealed in detail. This review presents the current understanding of the struc-
ture and nature of the interaction of molecular genetic determinants of early maturity of soybean, which regulate the timing
of its flowering and maturation at different photoperiods and their influence on other plant traits, including the type of growth
and productivity. As a result, an idea of the optimal genotype for northern latitudes was proposed, with a combination of alleles
providing the earliest flowering and maturation in relatively northern regions with a long day.
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EHETVHECKIME OCHOBEI
3BOSOLNM IHOCKCTEM

BBENEHUE

Coto [Glycine max (L.) Merr.] BblpalumBatoT B 00OLIMp-
HOM [Mana3oHe reorpauueckux WupoT B oboux nony-
apusx 3eMHoro wapa B 93 cTpaHax Ha nnowaau bonee
120,5 mnH ra [1]. Ee coBpeMeHHo# CeBepHOM rpaHuLIeN MOX-
HO CYMTaTb H6-10 Napannesb CEBEPHOI LUMPOTbI B PoccnicKoi
(®epnepaumm, a oxHoi — 35-37° 10. Ww. B ApreHTuHe. LieHTp
MPOMCXOXAEHNSA KYTbTYpbl — H0XHas 30Ha YMEPEHHOr0 Ku-
MaTudeckoro nosica CeBepo-BocTouHoro Kutas [2]. WcTopus
COM — 3TO paccesNieHne KyNbTypbl K CEBEpY M K 10ry OT LieHTpa
MPOUCXOXIEHUS W afanTaumus BUAA K YCOBUAM Pa3fnyHo
AJVHbI [HS, PasfMYHbIX PEXKMMOB YBAXKHEHUS U TeMnepa-
Typbl, APYryX arpoKIMMaTUYecKuUX NapaMeTpoB. [NaBHbIe n-
MUTUpYtOLLME (aKTOpbl NPOM3BOCTBA COM Ha Pa3HbIX LLIMpO-
Tax — Teno-, BNaroobecneyeHHOCTb U NMPOACIIKUTENBHOCTD
cBeToBOro AHAa [3-5]. MponBuKeHue cou K ceepy onpege-
NfieTCs Co3[aHMeM CKOpPOCMeNbIX COPTOB, YTO 3aTpyaHsAeTCs
TeM, YTO €O — KOPOTKOJHEBHOE pacTeHWe C SIBHO BbIpa-
YKEHHOW (OTONepuoaMYECcKON YyBCTBUTENBHOCTBIO (PMY).
Mpy yAAMHEHWM CBETOBOTO AHA Hayano LBeTeHUs 3apep-
XUBaeTcs, a Haubonee 4yBCTBUTENbHbIE K doTonepuogy
COpTa OCTaKTCA Ha BereTaTMBHOW cTaguu. [pu 3ToM ycu-
JIMBAeTCS POCT BereTaTMBHOW Macchl. OfHaKO cyllecTBy-
toT opMbl CO C1aboi MaM noyTM HerTtpanbHoi @MY [6].
Mo3ToMy Npu NOMCKe COPTOB COM ANS MPOJBUKEHMS €€ apea-
na BO3/eNbiBaHMs K CeBepy HeobxoanuMo naeHTMGpULMpoBaTh
reHeTUYECKUe AeTEPMUHAHTbI ee YyBCTBUTENbHOCTU/HEYYB-
CTBMTENBHOCTU K (oTOmepuoay.

MpoTnBOMNONIOXHasA 0CEBEPEHNIO 33fa4a B MUPOBOM pac-
TEHMEBOJCTBE — NPOJBUMEHNE COM B TPOMUYECKME LLIMPOTDI,
rae 60/bLUMHCTBO COPTOB PE3KO COKPALLAOT NPOACIIKUTENb-
HOCTb NMepUoAa L0 LBETEHUS, POCT U CEMEHHYIO MPOLYKTUB-
HocTb. KntoueByto posib Ans NPoaBMKEHMS COW B 3TW PETMOHI
Cbirpasno NpuAaHue copTaMm Mpu3HaKa AIMHHOTO I0BEHUIbHO-
ro nepuopa (LJ) B koHue 1970-x rogos [7, 8].

Llens daHHoU pabomsl — NpoBECTM 0630p reHETUYECKUX
MeXaHW3MOB, OMnpejensLmMX CKOPOCNenocTb CoM U No3Bo-
NAOLLMX pacLLMpUTL apean ee NMPOU3BOACTBA K CEBEPY.

1. Pa3Hoo6pa3ue reHooHAa COM MO CPOKaM
CO3peBaHus M peaKuuu Ha oTonepuoa

Mo ncnonb3yemoMy B BUPe MexayHapoaHoMy Knaccu-
¢ukatopy C3B popa Glycine Willd. y coptoB cou npoxoaut
ot 80 o 150 n 6onee fHeit 0T BcxoAoB A0 co3peBaHus [9].
Mo knaccudukaumm, cosaanHoii B CLUA, pasnunyatot 13 rpynn
CNenocTy, Y4To COOTBETCTBYET LUMPOTHOMY NPOU3BOLCTBY pas-
nnuHbIX copToB. M3HayansHo B CLUA, ocHoBbIBasich Ha uMe-
toemcs reHodoHze, pasnuyanm 7 rpynn cnenoctn (MG —
maturity group) — MGI-VII. Mo Mepe co3pnaHmnsa ckopocnenbix
COPTOB ANs NpOABWXEHWUS Ha ceBep cTpaHbl M B Kanapy
bbinm pobasnerbl ewe Tpu: MGO, MGOO, MG0OO. [Insa npo-
LBVXeHVs B boniee HU3KME 10XKHbIe LIMPOThI FPYNMbI Crieno-
CTM YBENIMYMAM TaK e Ha Tpu paHra — MGVIII-X. B Kon-
nexkumm CLUA K pa3nuyHbIM rpynnaMm cnenoctu OTHECEHO
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cnepyroee umicno obpasuos: 000 — 147,00 — 536,0— 1176,
| — 1745, I — 2071, Il — 1985, IV — 4108, V — 2721,
VI — 1551, VIl — 944, VIl — 913, IX — 0, X — 1 [10].

BuisiBneHne obpaswoB bosiee paHHecnenbix, 4eM MGOOO,
B reHodoHe CEeBEPOKMTANCKUX COPTOB W COPTOB U3 AMyp-
CKoM1 0bnacTu Poccun npumBeno K nNpeAnoxeHuIo eLLle 0jHOro
paHra ckopocnenocth — MGO000. Takue reHoTWnbl Ucche-
[0BaTe/IN Ha3BaiM COpTaMM XONOLHbIX PEMMOHOB BbICOKMX
wupot (HCR — high-latitude cold regions) [11].

CnepnyeT OTMeTUTb, YTO aMEPUKAHCKYK M POCCUMCKYIO
KnaccuduKaumum CoOOTHECTM He MPOCTO, MOCKOJBKY, KaK CKa-
3aHO BblLLE, KOHKPETHbIE COpTa MMEIOT OrpaHUYeHHbIN LK-
POTHbIW AWanasoH, YTO CBA3aHO Kak C (OTonepuofoM, Tak
M CYMMOI aKTMBHbIX TeMMepaTyp B KOHKPETHOM LUMPOTHOM
nosice. 3T0 COMOCTaB/EHWE 3aTPyAHUTENBHO YXKE MOTOMY,
uto coeBbi nosic B CLUA pacnonaraetcs B uanasoHe Lum-
pot 27-49° c. W., TO eCTb €ro CeBepHas rpaHNULLA HaxoauTCs
Ha wmpoTe Bonrorpaga. CnepoatentbHo, ceBepHble Npeaens
coecesiHus B CLUA, Kutae u PO pasHble.

B reHodoHae cou cywecTByeT bonblioe pasHoobpasue
Mo OTHOLLEHWIO K AnWHe JHA. B MexayHapogHoM knaccudm-
KaTope pasnuyatot 5 rpynn ®OMY: oT o4eHb BbICOKOIA A0 04eHb
Hu3Kon [9]. B konnekummn com BUP HacuuTbiBaeTcs 7 Thic. 06-
pa3LoB KynbTypHOi cou. o pe3ynbTaTaM OLEHKU KOJeK-
unn B ycnoBusix KpacHomapcKoro Kpasi Kak cKopocnesnble
(co3peBatowume 3a nepuop Ao 110 gHeir) Bbinu oxapakTepu-
30BaHbl 2,5 Thic. 06pa3uo.. M3 HUX B noneBoM onbiTe B Jle-
HWHrpafcKon obnactu bbino u3ydeHo 6onee 2000 obpa3uos
13 43 cTpaH Mupa, 1 TonbKo 400 0bpa3uoB (M3 33 cTpaH) oka-
3anucb cnocobHbl chopMUpOBaTh B ITUX YCIOBUSAX BCXOXKME
CEMEeHa, YTO YKa3blBaeT Ha ux cnabyto ®MY u He BbiCOKMe
TpeboBaHus K Tenny [6].

B dotonepuoamyeckoM onbiTe, BbINMOAHEHHOM B JIeHUH-
rpaackon obnactu, Koapduument ONY, oLeHMBaEMBIN KaK OT-
HOLLIEHWE NPOJOIKUTENIBHOCTM NEpUosa OT BCXOA0B A0 LiBe-
TEHUS! Ha ecTeCTBEHHOM [MHHOM dHe ([1[1), mocTuratoLieM
18 4 46 MUH, 1 Ha 12-4acoBoM KopoTKoM AHe (K1) BapbupoBan
ot 1,0 8o 2,4. U3 94 nsyyeHHbIx 06pasLoB HauMeHbLuyto OMY
(o1 1,0 po 1,15) umenm 35 0bpasLo., B TOM Yncne copT CBeT-
nas, co3jaHHbIN B Pa3aHcKoit obnactu, v BblaeneHHble B Jle-
HWUHrpaACcKon 0bnacTv B pe3ysbTaTe MHOTOKpaTHbIX 0TOOPOB
3KcnepuMeHTanbHble 0bpasusl M3 17, M3 18 [12].

2. ['eHbl, onpeaenailolime cCKopocnesioctb COu

K HacTosweMy BpeMeHu BONbLIMHCTBO UCCNeAoBaTenen
BbILENAOT 12 NIOKYCOB, KOHTPONIMPYHOLLMX BPEMS LIBETEHUS
1 cospeBanua y con — ET-ETT w J. U3 vux ET, E2 v E3 bbinu
onucanbl B 70-x ropax XX B [13, 14], E4v E5 — B 80-x [15, 16],
Eé v J—B90-x[17, 18]. B Hauane ABYXTbICAYHbIX bbln 0NK-
caH red E7 [19], ¢ 2010 no 2017 r. — reHbl £8, E9 v E10
[20-24], a B 2019 r. — ET1 [25]. MonoxeHue 3TMX JIOKYCOB
Ha XpoMocoMax KapTupoBaHo [26]. [lna nokycoB ET-E4,
E9, E10 wpeHTMOUUMPOBaHLI TeHbl M 0XapaKTepu3oBa-
HO MX annenbHoe pasHoobpasue, onuCaHbl MEXaHM3Mbl UX
(YHKUMOHMPOBaHMSA 1 B3auMopeicTsua [24, 27, 28].

15



16

GENETIC BASIS OF ECOSYSTEMS
EVOLUTION

B 2010 r. 6bin cekBeHupoBaH reHom cou (G. max) ame-
pukaHckoro copta Williams 82. O coctout m3 20 xpoMmo-
coM (2n = 40). Pasmep reHoma coctaenset 1115 M6 [29].
W3 1,1 mnpa nap ocHoBaHun [IHK cou onucaHbl M aHHOTK-
poBaHbl 85 %. BbiscHeHo, uto 78 % reHoB pacmonoxeHsi
B OMCTaNbHbIX paioHaX XpOMOCOM, YTO COCTaBNseT MeHee
MOJIOBMHbI BCET0 FrEHOMa, HO 0TBEYAET MOYTU 33 BCIO FEHETH-
YecKyto pekoMbuHaumio. CeKBeHMPOBaHWE BbISBUNO, YTO COA
naneononunions. B npouecce 3BOMOLMM FEHOM FMNOTETU-
YeCKOro npefiKa Cov NpeTepnen e NOSHOreHOMHbIe Jynn-
Kaumm — 59 1 13 MNH neT Hasag, B pe3ynbTate Yero noyTH
75 % reHoB BMAA NPUCYTCTBYIOT B FTEHOME B HECKOJIBKMUX 3K-
3eMnnspax. [omMonornyHble 6110KK, B CpeSHEM CoAepKalLme
75 reHoB (0T 8 po 1377), HabnofaloTcs B ABYX-TPEX XPOMO-
comax. [1ga cobbiTus ynnnKaumm reHoMa conpoBOXAanuch
AVBepCUbUKaLMel 1 NoTepeil HEKOTOPLIX FEHOB, @ TaKKe
MHOMQYUCNEHHBIMU NEPEeCcTPOKaMM XpOMOCOM, M03TOMY
B HacTosllLee BpeMsl FEHOM COM OpraHW30BaH, KaK y M-
nnonaHbix opraHmamoB [30]. Moka3aHo, YTO FeHOMbI AMKOM
(G. soja Sieb. et Zucc.) v KynbTypHoii cou OTAIMYatoTCS He 6o-
nee yeM Ha 0,31 %, 1 omkas cos TaK e naneononmnnong, [31].
BONbLUMHCTBO M3 MAEHTUPULMPOBAHHBLIX FEHOB KYMbTyp-
HOM COM MMEKT rOMeofioruyHble Konuu, obpa3oBaBLUMe-
ca npu nonaunnouamsaumn npegka cou [30]. [dynnukaums
W JanbHeiiwan aueepcuduKauma AynamMLMpoBaHHbIX KOMuii
B HaCTosLLee BPeMsl pacCMaTpUBaKOTCA KaK 0CHOBa MMBKOCTH
W pasHoobpa3us peakuwi, oMpefenstoLMX CPOKM Havyana
LBETEHWSA B Pa3/IMYHBIX YCOBUAX CPefbl.

B pononHeHue K OCHOBHBIM FeHaM BbISBNIEHO MHOMe-
ctBo Q7L (ot aHrn. Quantitative Trait Loci — NOKyCbl KOAM-
YeCTBEHHbIX NPU3HAKOB), KOHTPOSIMPYHLLMX BPEMS LIBETEHUS
1 co3peBanusa. B 1990-x rogax nosBunnCcb AaHHble O CBS3U
onpeaenelHbix ATL co cpokamm co3peBaHus cou [32, 33],
npu 3TOM HekoTopble Q7L uMenn NNeioTponHoe BAMAHME
He TO/bKO Ha [aTbl LBETEHUS W CO3peBaHUs, HO U Ha pAaf
Mopdorornyeckux npusHakos [34]. 3aTeM B nepeoM Aecs-
Tunetun XXl B. 6bI10 NoKasaHo, 4to cpean QTL, BAMAKOLIMX
Ha CPOKU LiBETEHWA U CO3PEBaHWUSA, MOTYT ObiTb BblAeNeHbI
OCHOBHbIE M MEHEE 3HaUMMble, BHOCALLME MOANDULIMPYIOLLMNA
3ddeKT [35], a TaKKe NPOLOIKANCS aHANN3 NIENOTPONHOMO
nencteus BbisBneHHbIX ATL [36—38]. BoisBnanach npuBssKa
QTL Kk yyactkam xpomocoM [39, 40] u 3aBuCMMOCTb OT 0Ofi-
HWX 1 Tex xe QTL ogHOBPEMEHHO 04eHb Pa3HbIX MPU3HAKOB
(HanpuMep, CPOKOB CO3pPEBaHWUA M NPOSBNEHUS NUrMeHTa-
LMW Ha CeMeHax WM CPOKOB LBETEHUS M KJIECTOraMHOro
onbinenus B byToHax) [41, 42]. [anbHeiwwue uccnenosa-
HWA MOKa3anu BO3MOXHOCTb COMOCTABIEHUS TEHOB (OTO-
nepuoLMYecKon YyBcTBUTENbHOCTM W ATL, onpeaensioLmx
CPOKU LBETEHMA U co3peBaHua [43-45]. bbino nokasaHo,
UTO CXOKMIA KOHTPOJIb CPOKOB LIBETEHMS Y COPTOB Pa3/IMyHO-
o NMPOUCXOXAEHWUS MOTYT OCYLecTBAATb pasHble ATL [46].
Mpopomkanock conoctaeneHne Q7L 1 M3BECTHbIX TEHOB
(hoTonepuoLuecKon HyBcTBUTENLHOCTU [46—49]. MoKasaHo,
yTo rnaBHbI ATL, onpeaensioLLmii 3aJepKKy LIBETEHNA Y AN-
KOV COM, OKa3bIBAET CXOXee BO3LENCTBUE Ha KYTbTYPHYIO CO
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(Npn MexBUAOBOM CKpelumBaHum) [50]. [Ins reHa, yAaMHSAIO-
LLIero 0BEHMIIbHYH0 CTAAMI0, TaK e BbISIBNEHbI COOTBETCTBY-
towwme QTL [51].

Habop reHoB, KOHTpO/MpYIOLLMX BPeMs LIBETEHMS, 3BO-
TIOLUMOHHO KOHCcepBaTMBeH. Ha MofenbHbIX pacTeHusix (apa-
Buponcuc v puc) LOCTUrHYTHI BoMbLUKe YCrexy B MOHUMaHUK
MeXaHU3MOB, KOHTPONMPYIOLLMX LIBETEHWE B OTBET Ha ce-
30HHbIE U3MEHEHUS NPOJOMMUTENBHOCTU [HA U Temnepa-
Typbl [52-54]. [Ina apabuponcuca cospaHa 6asa paHHbIX,
BKUItovatowas 6onee 300 reHos, perynmpyioLLmx Bpems LiBe-
TeHus [55]. B reHoMHoit nocnefoBaTeNbHOCTM COM MO FOMO-
NOTWM C JaHHBIMM reHaMu apabuponcyca BoisBNeHo 844 rena,
Hali[eHbl reHbl-KaHAMAATHI AN HEeKOTOPbIX NOKYCOB, KOH-
TpONMpYIOLLIMX LiBeTeHue cou [26, 56, 57]. Ha ocHoBe aHanu3a
HYKJIe0TUIHOr0 NosMMopdu3ma bbinu paspaboTaHbl annenb-
cneundmnyHble MapKepbl 41s onpeaeneHns reHotunos E1-E4
[58-62]1 v aHanornyHo ansa £7[63], E8 [64], E9[22], E10 [24, 65]
nJ 66, 67] (puc. 1).

YKazaHHble reHbl 1 QTL oKa3blBalOT pasfinyHoe BAMSAHUE
Ha LIBETEHWE COM M UrpaloT pasHyto posib B GoTonepuoanye-
CKOM peakumm [68, 69]. Kpome Toro, B3auMogencTeys apyr
C APYroM U CO CPefioi, OHW OKa3blBalT CWIIbHOE BIIUSHUE
He TOJIbKO Ha BpeMS LIBETEHUS M CO3pEBaHMS, HO M Ha Mop-
(onornio pacTeHuii, UX NPOAYKTUBHOCTb W TONEPaHTHOCTb
K cTpeccopaMm. [epuog BereTaumu, To ecTb obLiee Bpems
Pa3BUTUS PacTeHUs, AENUTCA Ha BEFETAaTUBHYIO U PENPOLYK-
TMBHYIO CTaguK, NPW 3TOM UX COOTHOLLIEHME OTpaaeT hakT
COOTBETCTBMA Pa3BUTUA COW TeMnepaType u doTonepuomy
[70, 71], onpenensa ee aganTaumio K MecTy BO3AeNbIBaHuS.
370 NpepnonaraeT 04YeHb TOHKYK HACTPOWKY FeHeTUYeCKo-
ro annapara cou. [lns MaKcMMarnbHO TOYHOrO0 COOTBETCTBUSA
LJMTENbHOCTU OTAENbHbIX CTafMIA U BCEro Nepuofa Bereta-
LMK K MECTHOMY KIMMaTy HeobXo4MMO MCNoNb30BaTh reHe-
TUYECKYH W3MEHUYMBOCTb, MMEHOLLYHICS B reHO(OHLE.

B 2010 r. 6bin co3paH atnac TpaHcKkpunToma cou [72].
Bbinn cexksennposabbl KOHK 57352 reHos u3 14 pasnuu-
HbIX TKaHeW cou. BbisiBNeHbI TKaHecneunpuyHble pas3inyms
B YPOBHE 3KCMpEeCCUM pasHbiX FeHOB. AT/ac 3KCmpeccum
TEHOB COM MCMONb3YETCA B CPABHUTESBHBIX UCCNEL0BaHMSAX
C MofenbHbiIMM 0bbekTamn Medicago truncatula Gaertn.,
Lotus japonicus (Regel) K. Larsen, Arabidopsis thaliana (L.)
Heynh. [73].

3. MOHEKYHHPHO-FEHETW-IECKME MeXaHU3Mbl,
AeTepMUHUpYIOLLILEe BpeMA LBeTeHUA
n co3peBaHusa Cou

[loMWHaHTHble annenu B nokycax E1-E4, E7, E8, E10 3a-
[EPKVBAIOT BPEMSA LIBETEHUS U CO3PEBAHUS, @ LOMUHAHTHbIE
annenu B nokycax Eé, E9, E11 v J, HaobopoT, cnocobeTayioT
paHHeMy LiBETEHUIO.

Fen E1. Cpeay BbisiBNEHHbIX reHoB ET oKa3biBaeT ca-
MO€e BblpaXeHHOe BO3LENCTBME HAa MHULMALMI0 LiBETEHMS
[28, 68, 74]. OH kommpyeT 6060BO-CneLUPUYHBIA TpaHC-
KPUNUMOHHBIA (aKTop, cofepxawmin B3-noMeH, KoTopbin
BbIMOJIHAET poOSib penpeccopa LBeTeHus. [ns nokyca E1
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Puc. 1. Pacnpegenexue reHoB-KaHAMAATOB, ONPeAENSOLLMX HAauano LBETEHNUS U CBA3aHHbIX C HUMKM QTL, B reHoMe cou. Ctonbubl npea-
CTaBNAOT XpPOMOCOMbI cou. CepbiM LiBeTOM 0603HayeHbl 06nacty, cofepxalume QTL, a bonee TeMHble YHaCTKW NOKa3bIBAlOT NEPEKPbITUS
Mexay pasnuuHbiMu QTL. Jlokycel ET, E2, E3, E7, E8, E9 v J nokasaHbl ¢ IeBOW CTOPOHbI XpOMOCOM, @ COOTBETCTBYHOLLME MONIEKYNSPHbIE
MapKepbl 00603HayeHbl YepHbIM. 3HaKKM BOMpoca PAAOM C JIOKYCaMu yKasbiBaloT Ha TO, YTO COOTBETCTBYHOLME reHbl 3Tux QTL ocTatoTes
Heu3BecTHbIMU. CUHME IMHUM Ha XPOMOCOMaX YKa3bIBaIOT Ha MOJOMKEHWe COEBbIX OPTOJIONOB FeHOB LIBETEHUS Y apabuaoncuca. OpTonory,
pacronoxeHHble B QTL, noMeyeHbl Kak cMBONbI reHa Arabidopsis cuHUM LIBETOM, a KpacHble OyKBbI 0003HaYaloT 0XapaKTepU30BaHHbIe
reHbl, cootetcTBytowme Q7L (no: Zhang u coasr., 2017 [26])

Obino MaeHTMdUUMpOBaHO 6 anneneii el-as, el-fs, el-nl,
el-re, el-p[27, 28], nBe U3 KOTOPbIX — HE(YHKLIMOHASbHbIE
annenm el-nl, el-fs — accoummpoBaHbl C paHHUM LiBETEHU-
em B ycnosusax [l [27, 75]. Bnuauve annenen el-re, el-p
Ha uBeTeHue He onpefeneHo [28]. HedyHKkumoHanbHble an-
nenn ET nHTeHCKBHO 0TOMPannCh B CPaBHUTESIBHO CEBEPHBIX
wupotax Asuu: B CeBepHoM u CeBepo-BocTouHoM KuTae,
a Takxe Ha cesepe CLUA [27, 76].

B nccnepnosanum Z. Xia v coaBT. [27] 0bpa3subl ¢ annesnblo
e-as NposBNANM Cpe AHWIA CPOK LIBETEHWA — CPeAHUIA heHoTMN
MeX[y aKTUBHOM annenbio E£1 v HeaKTUBHbIMM annensamm el.
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TakuM obpasoM el-as bbina onpepeneHa, Kak YacTU4HO Co-
XpaHstoLLan QYHKLMIO aKTMBHOM annenm E1. YacTnuHo dyHK-
LMoHanbHas annenb el-as BCTpeYaeTCs BCerfa B paHHecne-
NbIX U cpedHecnenbix coptax (MGO00-MGIV), B ToM uncne
B COpTaX, aflanT1poBaHHbIX K CeBEPHbIM LuupoTaM [77].

B reHoMe cou HaigeHbl 2 romonora E1 — ET-Law ET-Lb,
pacronaraloLLmXxcsi B MpULeHTPOMepHOI 0671acTV XpOMOCOMbl 4,
KoTopas roMosorMyHa obnact XpoMocoMebl 6, rae JoKa-
nmsoBaH E1. TeHbl ET-L vHrnbupyioT uBeTeHue, nofasnss
aKcnpeccuto reHoB FT (Flowering locus T), Ho BausiHue ET-L
cnabee, yeM y ET [78]. HedyHKumoHanbHas annensb el-lb,
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Hecyllas OJHOHYKNEOTUAHYIO Aeneuuio B KOAWpYHoLLei
yacTu, onpejensieT HeYyBCTBUTENbHOCTb K doTOmepuogy
He3aBucuMo OT reHa ET v BbisiBneHa cpeay coptoB [anb-
Hero BocToka Poccum, cnabo uyBcTBUTENBHBIX K (oTOME-
puoay [79]. Ikcnpeccus E1, ElLa u E1Lb aktmBMpyeTcs
B ycnosuax [l v cunbHo nopaensetcs B ycnosusx K/,
npu4YeM WHIMOMpOBaHME 3aBUCUT OT MPOAOIIKUTENBHOCTH
TemHoBoW Gasbl npu K/, a ee npepbiBaHue NpMBOAMT K pe-
aKTMBaLMM TEHOB W, KaK CNeACTBUe, MO3AHEMY LiBETEHUIO
(27, 78, 80].

Y apabupgoncuca v puca romonoru reHa E71 noeHtmoumum-
poBaHbl He Obinu [27]. OpHako y M. truncatula 6bin HangeH
romonor E7 (MtELT), KoTopbIii TaKKe MHMMOMpYeT LiBeTeHue,
a y Phaseolus vulgaris L. yctaHoBneH romonor (PvETL),
He OKa3bIBalOLLIMIA BAMAHKUA Ha LBeTeHue [81].

Fen E2. Jlokyc E2 — wnrubutop usetenuns, npu [/1 06-
YCNOBNMBAET No3aHee LBeTeHue. PelleccusHas annenb e2-ns
MMeeT HOHCEHC-MYTaLMI0, NPUBOLSALLYI0 K MOSBNEHUIO npe-
¥ AeBpeMeHHOro cTon-KofoHa. Jlokyc E2 — BTOpOi No 3Ha-
UAMOCTU B perynnpoBaHuM (OTONepuUOAMYECKON YYBCTBU-
TeNbHOCTM LBeTeHus, optonor reHa GIGANTEA apabugoncuca
(GmGla) [60].

Y cou BbisiBneHo Bcero 3 optonora GIGANTEA (GmGla,
GmGIb v GmGlc), vx QYHKUMM pasnuyaloTcs, MpuU 3TOM
GmGla (E2) BoBMEYeH B perynsumio LMPKALHOTO pUTMA
1 npoueccos useTeHus [60, 82]. Y copToB ¢ reHoTMnoM eZe?
Habnopanack 0TBETHas peakums Ha CBETOBOE BO3[ENCTBYE,
YTO CBMAETENbCTBOBANO O KOMMEHCATOPHOM (YHKUMM Op-
T0N0roB, b0 0 TOM, 4T0 £2 He BOBMEYEH B CBETOYYBCTBU-
TeNbHBIN KOHTpONb doTonepuoamsma [78]. B nonynaumoH-
HO-TEHETUYECKUX MCCNefoBaHusaX B Kutae 6bino BbISBNEHO
3 rannotvna E2 (HedyHKUMOHaNbHBIA HT 1 GyHKUMOHANbHbIE
H2, H3) kak cpeaun cenekumoHHblx coptoB G. max (GmGla),
TaK M auKux obpasuos cou G. soja (GsGla), u3 Hux H1, He-
cywumid cton-komoH B 10-M 3k30He, Hanbonee pacnpocTpa-
HeH B Kutae 1 Hanbonee addeKTUBEH Ans paHHEro LIBETEHNS
1, BO3MOXHO, CocobCcTBOBaN pacnpocTpaHeHno OMeCTULN-
poBaHHoi cou [82].

Fenbl E3 n E4 KoovpyoT u3odopMbl putoxpoMa A —
GmPhyA3 n GmPhyA2 — 1 KOHTPONMPYIOT LIBETEHME NPU Bbl-
COKOM M HM3KOM COOTHOLLEHWM KPacHOro CBETa K JallbHeMY
KpacHoMy (R/FR) cooTBeTcTBeHHO. Bricokoe 3HaueHne R/FR
HabnofaeTcs JHEM NpY XOPOLUEM OCBELLIEHUH, @ HU3Koe —
B CyMepKax, Ha 3aKaTe, Ha BOCX0[ie U Npu 3aTeHeHuu. Boico-
Koe 3Hayenue R/FR B ycnosusix [} yBenuunBaet 3pdeKTbl
annenen E3, uuskoe R/FR aktusupyet E4 [19, 58, 59, 83].
HedyHKLUMOHaNbHbIE annenun NoKycoB £3 u E4 BO3HWKIIN He-
[aBHO M He3aBUCKMMO B pasHbix copTax cou BocTouHoi Asum
[61, 84].

Y cou u3BecTHo elle 2 reHa ceMenctBa PHYA —
GmPHYA4 — romonor E3 u GmPHYA] — romonor E4,
GbyHKLMM KoTOpbIX TPebytoT n3ydenus [26, 58, 59, 85]. beino
BbISIBNIEHO, YTO HEaKTUBHbIE annenn GmphyAT Toxe KOHTpO-
JIMPYIOT HEYYBCTBUTENBHOCTB K hoTonepuoay B ycnoBusx /1
[58, 86].
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JloMuHaHTHbIe annenu E3 n E4 akTMBMpPYIOT 3KCNpeccuio
ET v onpepensioT nosfHee LpeTeHWe B ycnoeusx Kak K[,
TaKk 1 [1[. PeueccvBHble annenu e3, e4 KOHTPONMPYHOT He-
UyBCTBUTENbHOCTb K [1[] W NPMBOASAT K MOBbLILLEHMIO IKC-
npeccumn reHoB FT, yuto cnocobeTtByeT uBeTeHuto npu O
[58, 59, 78].

Jlokyc E5 3aMepnseT LBeTeHue v co3peBanue Ha [ [16].
Ha ocHoBe QTL-aHanu3a Obino onpegeneHo pacnonoxe-
Hue E5 cxopHoe ¢ E2. Tpw KapTMpoBaHuu nokyca E5 mo-
nynauua F, He pacwiennanacb 0xuaaembiM 06pasom,
YTO MO3BOJIMNIO YCOMHUTLCA B CyLLEeCTBOBaHWM reHa E5
1 MPEANOSIOKUTb, YTO 3TO NMLb annenb E2 [87].

Jlokycbl E6 v J KapTupoBaHbl B XpOMOCOME 4 U TeCHO
cuenneHsbl [66, 67, 88], reHOTMN C LOMWHAHTHBIMU annens-
mu E6E6 onpepienseT paHHee LIBETEHME M CO3peBaHue. Mexa-
HW3MbI QYHKLMOHMPOBaHUS E6 Mano u3yyeHbl, reH-KaHanaar
MoKa He BbifBNeH. JIokyc £6 nopaBnseT 3KCMPeccuio NOKy-
ca ET, npuyeM aktuBHylo annenb E7 nopaBnseT cunbHee,
ueM annenb el-as. B cBow oyepedb yHKUMOHMPOBaHMeE
Eé 3aBucut oT akTmBHOW annenn EI (To ecTb AOMMHaHT-
Haa annenb ET oKa3blBaeT anucTaTuyeckuii apdeKT Ha E6).
B reHoTunax c annensmu el-ts/el-fs nokyc E6 TepsieT KoH-
TpONb Hap LBeTeHueM [22, 88].

JNokyc J — optonor reHa apabugoncuca Early Flowe-
ring 3 (ELF3) [66, 89]. ELF3 310 BbICOKO KOHCEpPBATUBHbIiA
pacTUTENbHbIA AAEPHbIA BENOoK, KOTOPbIA UrpaeT BaXHyH
pofb B MOAAEPKAHUM LMPKAZHbIX PUTMOB W KOHTpOJe
BpPEMeHU LIBETEHWS Y pa3HbiX BUAOB: W MOJENbHOro apa-
Buponcuca, 1 pasnUYHbIX CeNbCKOXO3SMCTBEHHBIX KYNbTYP.
Y [[-pacTeHun (Hanpumep, apabuponcuca) reH ELF3 Bbl-
MOJHAET QYHKLMIO 3alepPXKN LIBETEHUS NMYTEM KOCBEHHOrO
MoJaBNeHNA 3KCMPECCUM KIIOYEBOro aKTMBaTopa LBeTe-
HWUSt U ero ocHoBHoW Muwwenn FT [90]. Y K[l-pactenuin ELF3
WHAYLUMPYET LBETEHME, NOAABNAN 3KCMPECCU0 KITOYEBBIX
FT-penpeccopoB (y cou npexae Bcero ET). AKTBHas an-
nenb J KOHTPONMPYeT paHHee LBeTeHue cou. HeakTuBHas
annenb j 0TBEYaeT 3a NpU3HaK [JIMHHOW IOBEHWIbHOW CTa-
ovm (LJ) — no3gHee LBETEHME M BbICOKYI0 NPOAYKTUBHOCTb
B ycnosusx K[l J umeet 6 HedyHKLMOHaNbHbIX annenen j1-6
n 2 cnabole annenu j7-8. benok ELF3 cBa3biBaeTcs ¢ npo-
MOTOpOM reHa ET v nopaBnseT TpaHckpunumio E7, yto ocna-
bnsieT penpeccuio reHoM ET [BYX BaHbIX reHoB FT (GmFT2a,
GmFT5a) n cnocobcTByeT paHHeMy LiBeTeHuto B ycroBusix K.
Korpa annenb J ocnabnena, E7 BbIXOAMT M3-noj, penpec-
CUpylOLLLero JencTBuA M NOAaBNseT aKcnpeccuio FT, B pe-
3ynbTate BeretatueHas hasa yanmHsetcs. J GyHKUMoOHMpYeT
B KacKkage reHos nocne E3 n E4. MNpu K[, dutoxpoMHble ben-
Kn PHYA (E3, E4) nopaBnsioT 3Kcnpeccuio J [66].

E7 — noKyc no3pgHero UBETEHUSA U CO3PEBaHMS, 0HAKO
3TOT JIOKYC OKa3blBAeT HaMMeEHbLUee BO3JENCTBUE HA 3a-
LEPKKY LuBeTeHus. bbin naeHTMduumposaH B ycnosuax .
Mpu A1 nuHvm E7E7 xapaKTepr30Banmch No3aHAM LBETEHUEM.
E7 kapTupoBaH B XpoMocoMe 6, Ha paccTosiHum 6,2 cM
ot nokyca ET [19, 26]. Mapkepamu gns nokyca E7 sB-
nsiotea Satt100, Satt319 v Satt460 [63]. B ato obnactu
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pacrnonaraloTcs 8 roMonoros reHoB LiBETEHMS, BKIOYas 4Ba
roMoniora SPAT — Kio4eBOro perynsTopa mym nepenaqu
curdana PHYA — Glyma06G241900 w Glyma06G242100.
MpeanonoxuTentbHo, 3TM ABa romMonora MoryT bbiTb KaHam-
[JaTaMu Ha ponb reHa E7 [26].

E8 — nokyc uMeeT QYHKLMIO NOLABSIEHNA LIBETEHMS.
Coprta c reHotunom E8ES, no3nHecnenble, COpTa C HEaKTUB-
HbIMK annensmu e8e8 oTMYAlOTCA paHHUM CO3PEBaHWEM.
E8 KapTpoBaH B NpULLEHTPOMEPHO 06/1aCTM XPOMOCOMBI 4
[26, 65]. B 3T0ii 0bnacT pacnonaraloTcsa 6 reHoB LIBETEHUS,
BKJItouas romonor reHa E7 (ETLb), nooxoaawmx Ha ponib
KaHamaaToB ansa E8, a Takke QTL-npofo/mKMTeNbHOCTH pe-
npoaykTueHoro nepuopa (ATL-3-4, QTL-2-2), Ha nposiBneHne
KOTOpbIX MOXeT BuATb reH E8 [20, 78].

E8 MoxeT ObITb TaKKe CBA3aH U C NPOSBIIEHUEM JIOKYCa
gRP-c-1, KoTopblii b6bin 06HapyKeH B HebonbLUoi obnacTu
1,8 cM B rpynne cuennenus C1 Mexay Mapkepamu Sat_404
n Satt]136. bnmxanwmin Mapkep K 06ouM nokycam —
Sat_085 [20, 38], KoTopbIiA, B CBOK O4epefb, TECHO CBA3aH
¢ reHoM GmCRY1a, y4acTBYIOLLMM B NPOLLECCE perynaumum Ha-
yana uetenus cou [91, 92]. GmCRY1a KoHTponupyeT Bblpa-
BOTKY KpUNTOXPOMOB, KOTOpbIE MPEANOJIOKUTENBHO 0MoCpe-
OYIOT perynmMpyeMoe CBETOM pa3BUTHE M POCT pacTeHuii [93].
CnepoBatenbHo, gRP-c-1, ckopee Bcero, cBsizaH ¢ GmCRY1a
W UrPaeT BaXKHYH POJib B Pa3BUTUM COM B TEHEHWE PEMPOAYK-
TMBHOro nepuopa [45].

JNlokyc E9 obycnosnuBaeT paHHee LBETEHWe U cO3pe-
BaHue. bbin KapTupoBaH B xpomocoMe 16 v onpepeneH
KaK opTonor reHa apabuponcuca FT(GmFT2a). Y apabu-
poncuca FT — KNoueBoid aKTMBaTOp LBETEHUs. Y cou Bbl-
aBneHo 12 romonoroB FT [94, 95]. U3 HUX 6 reHoB B 3Kc-
nepyMeHTe NPOSIBUIM CNIOCOOHOCTb aKTUBMPOBATH LIBETEHME
y ft-MyTaHTa apabupgoncuca. Wx npodmnm sKkcnpeccum pas-
JIMYAKTCS B 3aBUCKMOCTM OT TKaHU M CTaJuM poCTa, YTO YKa-
3blBaeT Ha Ux cybdYHKUMOHaNNU3aLmMio npu LBETEHUN COM.
N3 3tux 6 romMonoros 6binn M3ydeHsbl aga: F12a u FT5a, Tak
KaK WX 3KCMpeccus cBs3aHa ¢ U3MeHeHusIMM doTonepuoa.
GmFT5a cnocobeTtByeT paHHeMy uBeTeHuto npu [, Toraa
Kak GmFT2a — npu K[ [94-96]. GmFT2a v GmFT5a 6binu
CEKBEHUPOBaHbI, MPOBEAEH aHanM3 UX 3Kcnpeccun. PasHble
YPOBHM COBMECTHOM 3Kcnpeccuu FT2a v FT5a HanpsiMyto pery-
JPYIOT €CTECTBEHHYIO Bapu1aLMI0 BpEMEHH LiBETEHNS com [96].
B GmFT2a Bcero obHapyxeHo 17 monuMopdHbIX cau-
T0B (10 SNPs, 2 uHcepumn, 5 SSRs). Y paHHecnenbix co-
pTOB BbIABNEHO 3 annemu: FT2a-TO, FT2a-HA, FT2a-HY.
Annenb FT2a-T0 wmeet peneumo anmHon 10 nH B npoMo-
Tope 5'-UTR 1 SNP, KoTopble He BAMAKT Ha 3KCMPeCCHUIo.
B nepBoM MHTpOHE BbISIBJIEHA MHCEPLMA PETPOTPAHCMO30Ha
SORE-1, koTopas ocnabnsieT 3KCMpeccuto reHa, U LBeTe-
Hve 3apepxwusaetcs [22]. CRISPR-uHAyumMpoBaHHble My-
TaHTbl N0 reHy GmFT2a 0TAMYAKTCS 3a[ePXKKON LIBETEHUS
Kak B ycnosusx [, Tak v KL [97]. Ona GmFT5a 6bino BbisB-
neHo 13 rannotunos, ans GmFT2a — 7 rannoTvnos, U3 HUX
GmFT5a-Hap2 / GmFT2a-Hap2 xapaKTepu3yeTcsi CaMblM
paHHMM LBeTeHueM [96].
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LiBeTeHue, nHoyuMpoBaHHoe benkammn FT, MoxeT Haum-
HaTbCA HE3aBMCMMO OT KONIMYeCTBA TpaHcKpuntoB GmFTZa,
GmFT5a. Tewbl GmFTZa, GmFT5a no-pasHoMy BAWAIOT
Ha doTonepuon. kcnpeccua GmFT2a cTporo perynupyetcs
(oToneproanYeCcKMMN U3MEHEHNAMN W aKTUBMpPYETCA cpasy
3a ycraHoneHneM K. Y GmFT5a oTBeT Ha M3MeHeHus oTo-
nepuoja NocTeneHHbI|: IKCMPECCUA BHAYane COXpaHseTcs
Ha HM3KOM YypoBHe Aaxe B ycnosuax [l u aktuBupyetcs
nosgHee B npouecce passutus [21, 94].

GmFT2a, GmFT5a y con Bbinu onpefeneHbl 0CHOBHbIMU
MULLEHSIMA CUrHana B KOHTposie LBeTeHus. VX mpomykTbl
UMeKT QropureH-nofobHble QYHKUMM, TO eCcTb YCKOpSHT
Hayano useTeHus. benku GmFT2a n GmFT5a B3aumopeii-
CTBYIOT € (haKTopoM TpaHcKpunumm bZIP GmFDL19, koTopbiii
cnocobeH cBa3biBaThCA C umc-3aneMeHToM ACGT npomoTopa
GmAP1. Danee komnnekc FT/FD 3anyckaeT TpaHcdopMaLmio
BEreTaTMBHOI MepUCTEMbI BO (IOpanbHYH, aKTUBUPYET 3KC-
MPEeccuio roMosioroB reHoB hopmupoBaHus uBeTka APETALAT
(GmAPT) n LEAFY (GmLFY) n GmSOC1, 3anycKatowmx Lge-
Tenue. lomonor y con — API, GmAPI, 3kcnpeccupyetcs
B LBETKe, 0C0DEHHO B YallenncTMKax W nenectkax. Mpea-
nonaraeMas mogenb upeteHus FT/FD-AP1 KoHcepBaTUBHa,
u GmFDLT9 MoxeT [eiCTBOBaTb KaK KNOYEBOW KOMMOHEHT
B oTOMEpUOS-PEryIMpyeMoM MyTu LIBETEHUS, KOHTPONMPY-
eMbIM GmFT2a v GmFT5a. 3kcnpeceus FT2a, FT5a perynupy-
etca nokycom ET (PHYA-onocpenoBaHHas ¢oTonepuoa-3a-
BucuMas perynsaums — E1-PHYA-nyTb) 1 ero romonoramu
(ETLa, ETLb), xoTopble B CBOK OuYepefb KOHTPOIMPYHOTCS
nokycamu E3 v E4 (23, 27, 78, 94].

B ycnosuax [ E2 wHrubumpyet aKkcnpeccuto FTZa, Bepo-
ATHO, yepe3 nyTb GI-Co, 4To NpuBOAMT K MO3[HEMY LiBeTe-
HUK0. Y com 26 Co-nopobHbix reHoB (CONSTANS), 3 KoTopbix
yeTblpe (GmCOL1a, GmCOL1b, GmCOL2a, GmCOL2b) nmetoT
Hanbonbluee CX0ACTBO NocnefoBaTenbHOCTU ¢ Co-reHamu
apabuponcuca [23]. GmCOLTa, GmCOL1b sBnstoTCs Kitoye-
BbIMW aKTMBaTOpamu LeTeHus npu K[, yBennumBas akcnpec-
cvto GmFT5a B yTpeHHMe Yackl 1 penpeccopamm npu A1 [98].
MexaHnambl dyHKUMoHMpoBaHus Mogynsa Gl-Co B perynsauum
reHoB FT Mano m3ydyeHbl. Ha akcnpeccuio GmFT5a BamsiHus
E2 He 6bino BbisiBNEHo. TakuM obpasoM, GmFT2a v GmFT5a
MMEIOT YaCTUYHO CXOAHbIE M YaCTMYHO OTIIMYAIOLLMECS NYTH
perynsaumm [96, 98].

len GmFT1a — aktuBupyetca B ycnosusx [ v uHru-
OupyeT LBeTeHME M CO3peBaHWe, NOALEPKMBAs BereTaTmB-
HbIii POCT COM, YTO SIBNSETCA MOSHOM NPOTUBOMOJIOKHOCTbH
KaK Mo xapaKTepy 3KCMpeccum, Tak v no GyHKLMKU U3BECTHBIM
aKktueatopaM uBeteHus GmFT2a v GmFT5a. Ten GmFTla
3KcnpeccupyeTcsa B AnMcTbsx [50].

FeH GmFT2b vmeeT BbicoKyto romonorui ¢ GmFT2a,
ero CBEpPX3KCMpeccuss CnocobCTBYeT LBETEHUIO B YCIIOBUAX
[, HeakTWBHasA annenb UHIUBMpPYET LIBETEHMUE TOMBKO B YyC-
nosusax L. Ona GmFT2b 6bino onpeneneHo 4 rannotuna
(Hap1-4), u3 nux Hap3 xapaktepusyeTcs caMblM paHHUM
LBeTeHUeM. bbino BbiSIBNEHO aKTUBMpYHOLLEE BAMSHUE TeHa
Ha akcnpeccuto GmFT2a v GmFT5a B yenosusix O [99].
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Jlokyc E10 xaptupoBaH B xpoMocoMe 8. B nokyce E70
Obin HalimeH reH-kanaupat — FT4 [24]. FT4 skcnpeccupy-
eTcA napannenbHo ¢ E7, aktuBupyetcs nof, aenctevem [,
Np1BOAA K NO3AHEMY LIBETEHMIO, U BIIOKUPYETCA B YCOBUAX
K[, 4To NpUBOAMT K paHHeMy LBeTeHMo. OyHKUMOHMPYeT FT4
nocne ET Kak penpeccop Hayana usetenus cou [100].

leH FT4 cekBeHupoBaH. BbisBneHbl Heckonbko SNP
MEX[OY PeLeccBHOM W LOMWUHAHTHOW annensMu B WHTpO-
Hax u eanHuuHble SNP B HeTpaHciMpyeMoM paiione, UTR
(GM08:44608620), 3'UTR (GMO08:46607056) 1 B 4-M 3K30HE.
SNP B 4-M 3k30He (E10 — ACT, el0 — ATT) npuBoaut
K 3aMeHe TPeOHWHA Ha U30eNLMH, YTO BeAET K U3MEHEHMIO
QyHKUMKM Benka. 3Ta aMMHOKWCNOTHasA 3aMeHa pacnonara-
eTCA 04eHb BNM3KO K BHELUHeN neTnie, KoAMpyeMon 4-M 3K-
30HOM. [laHHasa 3aMeHa B reHax FT u TFL] (reH oKoHYaHusa
LiBETEHMS) BBISIBNIIETCA BO BCEX BUAAX LIBETKOBLIX pacTe-
Hui [101]. Takas 3ameHa B HeakTuBHoW annenm el0 nHay-
umpyeT paHHee uBeTeHue. OgHako reHotun el0el0 pepko
BbisBNsnCca npu usyveHu 300 KaHaacKuX ckopocnesnbix 06-
Ppa3LoB COM, M MeXaHW3Mbl, CNOCOBCTBYHOLLME UX LBETEHUIO,
onpeaeneHbl He bbiam [24].

Jlokyc ET1 nHaoyumpyeT paHHee LBETEHME W CO3PeBaHue
B ycnoBuax [1/1, urpaet BaKHy posib B perynsiLuv LBETEHUS
1 QYHKUMOHMPYET He 3aBucuMo oT E71. KapTupoBaH B XpoMo-
come 7. BoaMoxKHbIMM reHaMmu-KaHauaaTamu 6bim onpegene-
Hbl: Glyma07948500, Glyma07g049000 v Glyma07g049200 —
romonoru LHY (LATEELONGATEDHYPOCOTYL), CURTIB
(CURVATURETHYLAKOID1B) n MTP3 (METALTOLERANCEPROTEIN 3)
apabuponcuca cooTBETCTBEHHO [25].

HenaBHo nokasaHa siBHas CBA3b YCKOPEHUS Havana LiBe-
TeHus com reHoM GmFT2b-ox B ycnosuax 4 [99]. Mpeano-
NaraeTcs, YTo perynsaums ocyLLecTBAsSeTCs 3a CYET CTUMY-
JIMpYIOLLIEro BO3JENCTBUSA HA reHbl-aKTUBATOPbI LIBETEHUS
GmFT2a/2b.

4. Upentndmkaumm n nsyyenune QTL, Bnusowmx
Ha CPOKM Hayasna LBeTeHus

NMeeTca MHoXKeCTBO yKa3aHui Ha QTL, BAUALLMX Ha Cpo-
Kn Hayana useteHusa com [38, 40, 102]. Ectb BepoATHOCTb
MIOEHTUYHOCTU HEKOTOPLIX U3 BblaeneHHbIX QTL 1 M3BECTHbIX
reHoB E1 [41, 102], E3 [42, 43], E4 [42], E7 [44], ETT [25]
n LJ [51]. JanHble o QTL con onucaHbl B 6ase AaHHbIX
SoyBase [103].

Ona QTL (gDTF-J), HaligeHHoro B xpomocoMe 16 psaoM
¢ GmFT5a, bbina BbiSBNEHa peaKas annenb ef (early flowe-
ring), BCTpeyaroLlascs B MONynsumax U KynbTypHOW, U Ou-
KOM COM W aKTUBMpYHOLLan 3Kkcnpeccuto GmFTha B ycnoBu-
ax [l He3aBMCMMO OT annenbHOro CoCTosHUA Nokyca E7,
UTO MOXKET CrocobcTBOBaTL NPUCMOCOBIEHNI0 COM K CeBep-
HbiM WwupoTaM. [pegnonoxutencHo, reH GmFT5a Moxet
BbITb KaHauaatoM ansa qDTF-J [104].

bbin naeHTMdMUmMpoBaH reH GmPRR37 (qFT12-2) Ha xpo-
MocoMe 12, romonor reHa apabuponcuca APRR7, yyacTBy-
lowlero B perynauuv BpemeHu uBeTeHus. [eH GmPRR37
npu L[l nopaBnset aKkcnpeccuo reHoB GmFT2a v GmFT5a
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U aKTUBMpYeT aKcnpeccuto GmFTTa, 4To NPUBOANT K 3aLlepH-
Ke MHMLMaumm LBeTeHns. He Bbino BbISBNIEHO BAMSHWA reHa
GmPRR37 Ha 3kcnpeccuto reHoB J (GmELF3), E2 (GmGla),
GmCOLTa v GmCOL1b npn O1. B ycnosusx [[] y MyTaHTOB
C BbIKJTOYEHHBIM FeHOM, NoJydeHHbIX MeTofoM CRISPR/cas?,
Habnofanocb paHHee uBeteHue. Mpu KL GpeHotTMnMyeckux
pa3nuymii Mo BpEMEHM LIBETEHUS MEX Y 00pa3LiaMm C aKTMB-
HbIMU M HEAKTUBHBIMM aNNeNiAMU reHa NPaKTUYECKU He Ha-
bniofanock, Takke, Kak M pa3nnumii B YpOBHE 3KCTPeccUn
reHoB GmFT2a, GmFT5a, GmFT1a, J (GmELF3), E2 (GmGla),
GmCOLTa v GmCOL1b. Cpepy KUTAWCKUX COPTOB OblK Bbl-
fIBNeHbl 00pasLbl C peLecCMBHBIMUA anensiM1, HeCyLIMMU
HOHCEHC MyTaumio, npusogswwyto K notepe CCT pomeHa
B 6enke GMPRR37, KoTopble TaK:Ke OTIMYaNUCh PaHHUM
ueTeHueMm [105].

OcHoBHble reHbl U QTL, KOHTpoNMpytoLLMe BpeMs LiBeTe-
HWS, 4aCTo UMEKT NJIe0TPONHOE LENCTBUE HA ApYrie arpo-
HOMMWYECKM BaXKHbIE NPU3HAKKM, HANpPUMEP BbICOTY U NPOAYK-
TMBHOCTb pacTenui [37, 39, 65], cTeneHb camoonbinenus [42],
MUrMeHTaLMIo U pacTpeckvuBaHue 000104YKK CEMSH, Bbi3BaH-
HbIX CTPeccoM oT oxnaxaeHus [41, 106]. B HepaBHeM wuc-
cnefoBaHuM bbinu BbISBNEHbI HOBbIE JIOKYCbI, KOTOpbIE Ael-
CTBYKT HennemoTponHbIM 0bpasoM: R1-1 Ha xpomocome 9,
KOHTPOJIMPYIOLLMIA B OCHOBHOM LiBETEHWE, U R8-1 n R8-2
B xpoMocoMax 13 u 18 cooTBETCTBEHHO, KOHTpOAMpYHOLLME
co3peBaHue. 0nHako R1-T TakxKe nepeKkpbIBaics C KOHTPO-
NpYIOLLMMU [Ipyrve arpoHoMuyecKkue npusHaku QTL. Mnei-
OTPONMS LIBETEHUS U CO3PEBaHNUA MOXET BbITb FreHETUYECKN
pa3fernieHa, 0[jHaK0 UCKYCCTBEHHBLIN 0THOp BO BpeMs OKYfb-
TYpUBaHUs COW, BO3MOXHO, OmaronpuATCTBOBan Memno-
TPOMHBIM JIOKYCaM, TakUM Kak E, KOTopble KOHTpOnupytoT
KaK MpoLecchl LiBETeHMS, TaK U co3peBanua [107].

B obLieit cnoxHOCTM y CoM Oblno 3aperucTpupoBaHo
228 QTL, koHTponupytoLmx (OTONEpPUOAMYECKME PeaKLMM
[25, 51, 88, 103]. leHeTnyeckas cucteMa, AeTepMUHUPY-
lowas Bpemsl LBETEHWs, NpeAcTaBnisieT coboil KoMMieKc
QTL/reHoB, paboTaloLmx BMeCTe KaK reHHble CeTy, BKIIoYa-
fowme psn 61onornyeckux NpoLeccos, MPSMO UM KOCBEHHO
CBA3aHHbIX C BpeMeHeM LeTeHus [108].

5. leHoTUNbI, NepcneKTUBHbIE ANA
NPOABUIKEHUSA COM K ceBepy

[ins onucaHus nepexofa OT BEreTaTMBHOMO K PenpoayK-
TMBHOMY Pa3BUTWIO COM OblnM MpefnoeHbl rpaduyeckve
mogenm [99, 109]. B atux Momensx nokyc E1 pencTyet
KaK (hoTonep1oA-3aBUCUMbIN NepPeKIIoYaTesb, KOTOPbIA MO-
JKET YCWUNMBATb 3KCMPECCUI0 TEHOB MHTMOMTOPOB LBETEHMS
(GmFT1a v GmFT4) n nopaBnsATh 3KCNPECCUIO FEHOB aKTUBa-
TopoB uBeTeHus (GmFT2a v GmFT5a). Ha puc. 2 Mbl npeg-
naraeM cobCTBEHHYH MOAMPUKALMIO 3TUX MOENEN.

Y cou reHeTMYECKWUA KOHTPOSb BPEMEHM LIBETEHMS UC-
MoMb3yeTcs B KNACCUYECKUX CENIEKLMOHHBIX MporpamMax
Ha MpPOTSXKEHUM MHOTUX NET W UMEeT BaXKHOe 3HaueHue
AN 3QhEKTUBHOTO CO3AaHUA COPTOB ANS CPaBHUTESBHO
CeBepHbIX 0bnacTeii BO3AeNbIBaHUS, MPEUMYLLECTBEHHO
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pacnonoxeHHbx B CeBepo-BocTouHoM KuTae, BbICOKUX LiK-
potax Poccumn u CeepHoit AMepuku[11, 65, 110].

N3BecTHO, yTo cOpTa COM, aAaNTMPOBaHHbLIE K CEBEPHBIM
LuMpoTaM, cnabo yyBcTBUTENBHBI K GOTONEpMoy, 4To onpe-
LENIAeTC MHOTOKPaTHO BO3HMKABLUMMMW PasfMyHbIMUA KOM-
BMHaLMAMW He3aBMCMMO NOSBASBLUMXCS MYTaHTHBIX anjenei
B nokycax ET1, E2, E3, E4 [11, 28, 62, 111].

B aHanuse reHoTMNOB, OT/MYAKOLMXCA MO JIOKYCaM
ET-E4, Brntovatowmx obpasubl BCeX rpynn no CpoKaM co-
3peBaHus, 3TU aKTUBHbIE aNnienn Bcerfa obHapyxuBanuch
B CpedHe- 1 no3gHecnenbix obpasuax. PeueccuBHble an-
nenn el-e4 valle BCTpeyanucb B CKOPOCMENbIX COPTaX,
CO3[aHHbIX [ CeBepHbIX YacTeli apeana BO3[eNbIBaHMS
[77, 88, 112]. YyscTBUTENBHOCTL K (hOTOMEPUOLY CHU-
)KaeTca Mo Mepe YBEMYEHUS KONWYeCTBa PeLecCUBHbIX
anneneii. lpy cpaBHeHWM pas3ANYHBIX TEHOTUMOB [JIS
E1/E2/E3/E4 bbina BbisBneHa MakcuManbHas OfNY, kotopas
CHWKanacb Yy reHotunoB el-as/E2/E3/E4, el-as/e2/E3/E4
u el-as/eZ/e3/E4. Takke npu CpaBHEHUM TEHOTUMOB
E1/e2/E3/E4, el-as/E2/E3/E4 w E1/E2/E3/E4 Bbino ycTa-
HOBNEHO, 4T0 HedyHKUMOHanbHas annenb el cHuxaet GNY
3HauuTenbHee, YeM HedyHKUMOHaNbHas annenb eZ, uTo CBU-
AeTenbCTBYeT 0 Honee 3Ha4MMom ponu Nokyca E7 B KOHTpo-
JIMPOBaHWM BpeMeHu LBeTenus [112].

Bbinu ycTaHoBNEHbI TpY annefbHble KOMBWHALMK, onpe-
pensawolme cHuxenne OMY: e2/e3/e4, el/e3 wnm elle2/es,
el-as/e2/e3/E4. Cpeny HU3KOYYBCTBUTENbHBIX FEHOTMMOB
Hanbonee 4acTo BCTpevancs BapuaHT C ABYMS HeaKTuB-
HbIMM annensmu e3 u e4, To ecTb He(YHKLMOHANbHOCTb
GuTOXpOMHbIX 6enkoB PHYA CTaHOBMTCA OCHOBHbIM Me-
XaHU3MOM HeYyBCTBUTENBHOCTU K (oTonepuomy Yy Cowm.
HedyHKumoHanbHble annenu nokyca ET wrpatoT aHano-
TMYHYK0 pofib B 0CNabnexun munm oTknoueHun dotonepuo-

0Ol https://doi.org/10.]

OMYECKMX OTBETOB, perynupyembix annensamu E3 wn E4.
Cpey npoaHanuanpoBaHHbIX 006pasLoB, HEYYBCTBUTENbHBIX
K oToneproay [0 LBETEHUS, KaK NpaBuio, 0BHapyKuBanuchb
HeaKTVBHbIe annienu B okycax E3 wunn E4 (e3 v e4), n ecnm
0fHa 13 aTUX annenei bbina akueHow (E3/E4), To B nokyce ET
Bcerga obHapyxuBanacb HeakTuBHas amnenb el-fs/el-nl
unu runomopdHas ef-as. B ciyyae aktuBHoii annenm E7, oHa
Obla B KOMOUHaLMK C HeaKTUBHbIMU e3 U e4. [ina KoMou-
Hauuv anneneii el-as/e2/e3/E4 HeuyBCTBUTENBHOCTb K doO-
Tonepuoady OnpepensieTcs HeM3BEeCTHbIMM reHamun [62].
TaK, HeuyBCTBUTENbHBLIA K QoTOMEpMoay AMOHCKUIA COpT
Sakamotowase MMeeT reHoTUN OAMHEKOBbIA C W30reHHOM
nuHuen copta Harosoy — NIL-e3, eleleZeZe3e3E4E4 [113].
OpHako B oTnnume ot Sakamotowase NIL-e3 He dopmu-
pyeT byToHbl B ycnoeusx [, Tak Kak HedyHKUMOHambHas
annenb el B NpuCyTCTBUM YHKUMOHaNbHOW annenu E4
He MOXET MHLYLMpPOBaTb HEYYBCTBUTENIBHOCTb K hoTone-
puoay [86]. Ha ocHoBaHuu oTnmMumii Mexay Sakamotowase
n NIL-e3 6bino NpeanonoXeHo HanuuuMe elle KaKoro-To
noKyca, QyHKLUMOHMUPYIOLLLEro CaMOCTOSATENbHO UAW BMeCTe
C annenbto e/, cnocobCTBYIOLLErO LIBETEHMIO COM C FEHOTUMOM
eleleZe2e3e3E4E4 B yenosusx [, [44, 62, 114].

B psagme uccnenoBaHuii bbino BbiSBNEHO, YTO paHHecHe-
nble 06pa3Lbl UMeny 0JMHAKOBbIE BEreTaLMOHHbIE MepUobI,
HO pasnuyanucb No NMPOACITKUTENBHOCTU PENPOAYKTUBHBIX
nepnogos [11, 62]. bbino npeanonoxeHo, 4to GoTonepuoam-
UECKMEe peaKLum Nocsie LBETEHNS UrpatoT Hanbosee BaHYH
ponb Ans co3peBaHus ceMsH cou B ycnosusx [/1, a npo-
LOMKUTENBHOCTD PENPOAYKTUBHOM CTaAMW pocTa AOBOJILHO
He3aBKCKMa OT BpeMeHM Havana usetenms. [11, 115, 116].

Peakumn Ha doTonepuop, Ha CTagmsax LBETEHWS U Co-
3peBaHus KOHTpONMpyloTca GuToxpoM-Koaupytowmmu (PHY)
nokycammn E3 u E4, Torpa Kak nokycel E1 n E2 okasbiBaoT

7816/ecogen83879
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3HauuTenbHoe Bo3aencTBMe Ha hasy Ao uBeTeHus. [eHbl E3n E4
TaKKe aKTUBMpYIOT 3Kcnpeccuto reHa Dtl (B AOMMHAHTHOM
COCTOSIHWM, OMpejenstoLLeM NHAETEPMUHAHTHBIA TUN pocTa)
Ha cTajuu nocnie Hayana LBETEHNS, YTO NPUBOLUT K YBENU-
YeHuto BpeMeHU GopmMmupoBaHus 60608, uncna y3nos u 60608
Ha nobere, GopMMpoBaHuio Bonee ASMHHOIO rNaBHOrO Mo-
bera [62]. Takum obpasoM, nokycel £3 u E4 nMeroT bonbluoe
3HayeHue s NOBbILIEHUS NPOLYKTUBHOCTU COM.

Bbino obHapy:KeHo, UTo copTa, MMeloLLMe OAMH M TOT JKe
reHotun E1—-E4, pasnnyanucb no BpeMeHM LIBETEHUS U CKO-
pocTV cospeBaHus. 3T0 npeanonaraet nubo BKMaL APYrux
nokycoB E B 3Tn paznunums, nubo MoxeT BbITb cneacTBUEM
BAMaHuA Temnepatypsl [117]. MNokasaHo, yto B copTax, Bbl-
PaLLMBaAEMbIX B OTHOCUTENIBHO CEBEPHBbIX YCNOBUAX, QUTO-
XPOM-KOAMpYtoLLMe reHbl E3 v E4 UMeT NpoTMBOMOJIOXHOE
B/IMSHUE Ha CKOPOCTb CO3PEBaHMS!, BEPOATHO U3-3a HU3KMX
cpefHuX Temnepatyp. AKTuBHas annenb E3 akTuBMpyeT co-
3peBaHwe, HO 3aMeJISIeT Ha4ano LBeTeHus, e3 cnocobcTeyeT
LBeTeHUto. E4 3aMefnseT co3peBaHue, Ho obe annenu E4/e4
B reteposurote He BiuAOT Ha usetenue [11]. bbino npea-
MONIOXKEHO, YTO CPeAW HeyyBCTBUTENbHbIX K doTomne-
puody JIMHWA TemnepaTypa WrpaeT BaHYKW pofib B pe-
rynauum  akcnpeccun  GmFT2a. 3kcnpeccuss GmFTZa
B HEBOCMpUMMUMBOM K oTonepuoady copte Heihe 27 6bina
3HaUUTENbHO BbILle MpU BLICOKWUX TeMMepaTypax M B yc-
nosusx Of1. Ina copTtos, uYyBCTBUTENbHLIX K (hoTOnepuo-
Oy, WrpaloLleMy rnaBHYl0 poilb B Perynsuun 3Kcrpeccum
GmFT2a, HaobopoT, BbiCOKas TemnepaTypa NoAaBnsna
ero akcnpeccuio [118].

TakuM 06pa3oM, MOXHO cAenatb BbIBOJ, YTO FEHOTUMbI
C HaMbOJbLLMM KONMYECTBOM HeaKTUBHbIX annenen (el, e2,
e3, e4, e/, e9) obecneunBaloT caMoe paHHee LBeTe-
HME W CO3peBaHWe B CPaBHWUTENIbHO CeBepHbIX 06na-
ctax ¢ O[. HaunyywmM reHoTMnoM Ans cenekuuu com
B ycnousix [l MoXHO cuuTaTb KOMOMHauum annenei
e9(FT2a-T0)/el1-nl/e2/e3/e4 (28, 71, 88, 119]. To ecTb, Ans
0CEBEPEHUs COM y COPTOB C Hanbosiee YacTo BCTpeYaeMbl-
Mu reHotunamu elele2eZEIEIELEL, elelE2E2e3e3E4E4,
elelE2E2E3E3E4E4 nepcneKTUBHOM SBNseTCA 3aMeHa
dyHKUMOHanbHbIX anneneit E3E3 w E4E4 Ha HedyHKuUMO-
HanbHble, YeMy MOryT cnocobCcTBOBaTb MapKep-OpUEHTH-
POBaHHas CeneKkuus W HanpasneHHbI MyTareHes [120].
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3AKJIO4YEHUE

3a nocnefHee fecaTUneTve bbil LOCTUTHYT 3HAUUTENbHBIN
MPOrpecc B U3y4eHUN MOSIEKYNSPHO-TEHETUYECKUX MeXaHU3-
MOB, NE}KALLMX B OCHOBE pPerynsauum Gotonepuoa-3aBUcuMbIX
MPOLIECCOB LIBETEHWSA 1 CO3peBaHMsA COW. bbin cekBeHMpoBaH
reHoM copta Williams 82, BbisiBneHbl 0CHOBHbIE FeHbl U MHO-
KECTBO JIOKYCOB KOJIMYECTBEHHBIX NPU3HAKOB, aCCOLMMPOBaH-
HbIX CO BPeMEHEM LIBETEHUA U co3peBaHusa. OgHaKo aneko
He BCe MeXaHW3Mbl UX B3aMMOLENCTBUA onpesieneHbl. [To Bce-
My MUpY NPOBOAAT 3KCMepUMeHTHI No onpefenenuio OMNMY re-
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