BABUAOBCKUM )KYPHAA TEHETUKW M CEAEKLIVI, 2012, TOM 16, Ne 1

99

YAK 575.113/117:631.547.4:633.11°324:633.16°324

MOJIEJIb TEHHOM CETH PEI'YJISAIIUU BPEMEHU IIBETEHU S
Y O3UMOM NIIEHALBI 1 AYMEHS

©2012r. HW.JIL Crenanenko, O.I. Cmupunosa, U.U. Tutos

DenepanbHOE TOCYIAPCTBEHHOE OIOMKETHOE YUpeKIeHHe HayKd VIHCTHTYT ITUTONOTHN U TeHETHKH

Cubupckoro otnenenns Poccuniickoit akagemun Hayk, HoBocubupck, Poccws,
e-mail: stepan@bionet.nsc.ru

[Mocrynuna B penakiuio 1 ¢pespanst 2012 . [Ipunsra k myonukamyu 8 ¢pespais 2012 .

[lepexos OT BETeTaTHBHOI K PENpPOAYKTUBHOW CTaIWHU Pa3BUTHS PACTEHHUH 3aBHCHUT OT (OTONEpUOAA U
spoBuzaiun. [lpeanoxkena mpocras JOorHueckasi MOJCNb TeHHON CeTH, PETYIHpPYIOIeil BpeMsl [[BeTCHHUS
03UMOH MIICHUIBL. Y O3UMBIX COPTOB 37aKOB YyBCTBUTEIBHOCTh K SIPOBU3AIMH KOHTPOIUPYETCS TeHa-
Mu VRNI, VRN2 n VRN3. Ilocne spoBu3anuu NpoAayKT rea VRNI nonasnseT reH VRNZ2, koagupyrommni
penpeccop LBeTeHUs. B pe3ynsrare ypoBeHb 3kcnpeccuu VRN3 Bo3pacTaeT U CTUMYIHUPYET JallbHeiiee
yBEJIMUCHHE YPOBHS TpaHCKpunuuu rena VRNI. ['eHbl 00pa3yloT MeTiIio ¢ MOJOKUTEIbHON 00paTHOM
CBSI3bIO, YTO YCWJIMBAET TPaHCKpUNuuio VRNI 1o ypoBHs, HEOOXOIUMOTO JUIsi MHUIMAIMY [[BEeTeHHs. B
YCIIOBHSIX AJTMHHOIO JHSI dKCIpeccuro VRN3 ycunuBaroT nponykTsl reHoB PPD] u CO2, onpenensionye
YYBCTBHUTEIBHOCTH K (horoneprony. Ce30HHBIC M3MEHEHUS JUIMHBI JHS 4epe3 (oropenentopsl nepeaa-
I0TCSI UPKAIHBIM YacaM, KOTOPbIE MOAYIMPYIOT BpeMsl IBeTeHUs. JlaHHbIe O TeHaX SYMEHs U MIICHUIIBI,
KOHTPOJIMPYIONINX YyBCTBUTEILHOCTD K SIPOBH3ALUH 1 (H)OTOTIEPHOY, HHTETPHPOBAHbI B TEHHYIO CeTh. C
TTOMOIIBI0 CHHXPOHHOH OyJIeBO MOJENTN BOCTIPOU3BEICHA TMHAMIKA TEHHOH ceTH. Pacimpennas Moens
TEHHOH CEeTH MOXKET OBITh UCTIONB30BaHA JUIS TPOBEPKH COTNIACOBAHHOCTH SKCIIEPUMEHTAIBHBIX ITAHHBIX U
BBIIBIKCHUST HOBBIX THUIIOTE3 O B3aUMOJICHCTBHH T'€HOB.

KiroueBrble ciioBa: nmieHuna, samenb, VRNI, VRN2, VRN3, spoBu3zaius, GOTOEPHON, [UTHHA JTHS, [IAP-

Ka,Z[HLIfI PUTM, OBETCHUC, ITCHHAA CC€Th, CHHXPOHHAas 6yneBa MOJCIIb.

BBenenune

SIpoBu3anus — IIMTENIbHAS SKCIIO3ULINS Ha XO-
J1071€, HEOOXOIMMA JJTSl TIEPEX0/ia PACTeHUIH 03UMON
MILIEHUIbI OT BEr€TaTUBHON K PENpPOAYKTUBHOMN
craguu pazButus. Peaknus pacTeHull Ha JaHHOE
BO37eHcTBUE perynupyercd reHamu VRNI, VRN2
u VRN3 (VERNALIZATION). I'en VRN xonupyet
MADS-box TpaHCKpHIIHOHHEIH (akTop. JIokyc
VRN2 comepuT 2 TaHIEMHO TYTUTHIIHPOBAHHBIX
reHa, KOJUPYIOMHX MOJABISIOMMNN I[BETEHUE
¢axrop ZCCT, a VRN3 xogupyet OenoK, CXOKHii ¢
uarnouropamu Raf-kunas (Yan et al., 2003; Yan et
al.,2004; Yan et al., 2006). I'enst VRN peryaupyrot
HE TOJIBKO YyBCTBUTEJIBHOCTD K SIPOBU3ALIUH, HO U
Bpems iBeTeHns Ha AnuHHOM nHe (Trevaskis ef al.,
2007). st n3y4eHus rmpoliecca aJanTaliy K Ce30H-
HBIM H3MEHEHHSM, BIMSIOLIMM Ha BPEMsI LIBETCHHSI
y TILIEHULIBI, KaK MOJICJIbHBINA 0OBEKT UCTIONB3YIOT
Arabidopsis thaliana. VRN sBIsieTcs TOMOJIOTOM

reHa AP1 (APENTALA 1) A. thaliana, ren VRN3 —
romosioroMm reHa FT (FLOWERING LOCUS T)
A. thaliana (Yan et al., 2003; Yan et al., 2004; Yan
et al., 2006). I'en VRN2 He uMeeT TOMOJIOTOB Y
A. thaliana, HO TTIONABNISET IBETCHUE aHATIOTHYHO
reny FLC (FLOWERING LOCUS C) A. thaliana.
HecMoTpst Ha TO YTO OTBET Ha IPOBU3AIMIO KOHT-
ponupyercs y 371aKkoB U A. thaliana pa3muIHBIMA
TeHAMH, MEXaHU3MbI PETYISIUH BPEMEHH IIBETe-
HUS y HUX BecbMa KoHcepBaTHBHBI (Greenup et
al., 2009). ®unoreHeTUYESCKUH aHAU3 BBISIBUI
TOMOJIOTHYHBIE T€HBI Y IMIICHULIBI, SIUMEHS, 0BCa,
puca, A. thaliana w Brachypodium distachyon, nu-
KOpacTyIiel TpaBbl, KOTOPYIO B HACTOSIIIEE BpeMsI
TaKKe MCIOIB3YIOT KaK MOJICIb JJIsl U3yUCHHUS pe-
TYJSIAH BpEMEHH LIBETCHUS y 31akoBbIX (Higgins
et al.,2010).

['ennbie cets (rpynibl KOOPAMHUPOBAHHO (DYHK-
IUOHUPYIONIMX TEHOB) BKIIFOYAIOT PETYNIATOPHBIC
CETH, ITyTH Nepe/iaud CUTHAIOB, META00INIECKHE
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cetu (Ananko et al., 2005; Papin et al., 2005). Kom-
MBIOTEPHBIE TEXHOJIOTHUU PEKOHCTPYKIUU U aHa-
JIU3a TEHHBIX ceTel Ha 0a3e IKCTIePUMEHTAIEHBIX
JIAHHBIX MPUMEHSIOT JUIsl U3yYEHUs MEXaHU3MOB
pa3BuTHsI ¥ (QyHKIIMOHUPOBAHUS PA3JIUUHBIX OPra-
HU3MOB. CUCTEeMHBIN MOAXO IPU PEKOHCTPYKITUU
TEHHBIX CETEH MO3BOJIAET MPUMEHSITh MaTeMaTu-
YECKUE METOABI IJIs UX aHalau3a U MOCTPOCHUS
Moneneit (Papin et al., 2005). B mamreii padote u3
0OJIBIIIOTO YMCITa CYIIECTBYIOMINX JHHAMUYECKUX
MOJIeJIEN TEHHBIX CETEN Mbl UCIIOJIb3yEM IIPOCTEN-
HIyI0 — CHHXpOHHYI0 OyneBy ceTh (Kaufmann et
al., 2004), koTopasi C yCIIEXOM UCIOIb3YETCS YKEe
oonee 40 ner. [Ipu MaTemMaTHUeCKOM aHAIIN3E JTH-
HAMUKA TEHHBIX CeTel 0co0oe 3HaueHHe MMeeT
BBIYMCIICHUE CTallMOHAPHBIX cocTossHuM. Kaxxnoe
CTaIlMOHAPHOE COCTOSIHHUE COOTBETCTBYET CBOEMY
pexxumy (yHKunoHupoBaHus cetu. CranuoHap-
HbI€ COCTOSIHUSI T€HHBIX PEryJISTOPHBIX ceTeil
OBLIH HCIIONIE30BAHBI [T OITUCAHKS MOP(OTreHe3a
A. thaliana (Mendoza et al., 1999) u moryT nmeTh
MPaKTHYECKOe IPUMEHEHHE B MAaTO(U3NOIOTHH H
TE€HHOW MHKEHEPUH.

B nanHO# paboTe Ha OCHOBAaHUHU COBPEMEHHBIX
AKCIICPUMEHTANIBHBIX JAHHBIX PEKOHCTPYUPOBAHA
T€HHas CEeTh PEryJisiiud BPEMEHU LBETCHUS Y
3JIaKOB B 3aBUCUMOCTH OT CE30HHBIX U3MEHEHUM.
PaccMOTpeHbI HEKOTOPBIE MOZIEH PETYIISILIMM Bpe-
MEHH [IBETEHHS Y 03UMO# (hopMbI stumenst Hordeum
vulgare, spoBoii (HOPMBI AUTUTOMTHON MIIEHUIIBI
Triticum monococcum U 03UMOM T€KCaIJIOUHOMN
MMIICHUIEI T7iticum aestivum, CO3JJaHHBIC HAa OCHO-
BE PEKOHCTPYKLUU T'€HHOI CETH.

MaTepna.m)l U ME€TOAbI

[ns pacdyera nMHAMUKU T€HHOM CETH pery-
JSIUN BPEMEHH IIBETCHHUsI ObllIa MCIONb30BaHA
CUHXpOHHas OyneBa mozeib (Mendoza et al., 1999;
Kaufmann et al., 2004). Y3mam rpada 0110 IIpHU-
CBOCHO OuHapHoe 3HadeHre | min 0 B 3aBUCIMOCTH
OT TOI'0, aKTHUBCH UJIK HET COOTBGTCTByIOHlI/Iﬁ T'CH.
Torna cocTostHUE CETU B KaXK/IbIii MOMEHT BPEMEHU
OTIMCHIBAETCSl BEKTOPOM, KOMITOHEHTHI KOTOPOTO
XapaKTePU3yIOT COCTOSHUS OTIEIBHBIX y3IIOB.

BzaumoneiictBus Mexy reHaMu MpPeACcTaB-
JICHBI HaIIpaBJICHHBIMU CBA3AMU MCKIY Y3JIaMH.
CoctostHue 11000T0 y371a B MOMEHT BpeMeHH t + 1
ompeJeNsieTcs COCTOSHUAMH Y3J0B, KOTOpbIE
JIEHCTBYIOT Ha ATOT y3€Jl B MOMEHT BPEMEHU t.

Ecii B MOMEHT BpeMeHHU t Ha y3eJ1 IOCTYIAeT XOTS
OBl OIMH WHTHOUPYIONIMIA CHTHAI M3 BXOJSIIUX
B3aMMOJICCTBUM, B MOMEHT BpeMeHHu t + 1 ero
coctostre paBHo 0. Ecii B MOMEHT BpeMeHH t Ha
y3eJ HE TIOCTYIAaeT HHTHOUPYIONUX CUTHAJIOB, B
MOMEHT BpeMeHHU t + 1 ero cocrostHue paBHo 1.

Pacuer nuHaMHKU CETH COCTOSUT U3 MOCIENO-
BaTEIILHOTO aHAIIN3a €€ COCTOSHUM B CIICAYIONIEM
MopsiJIKe. 3a/1aeTcsi BEKTOP COCTOSIHUN cetu. Jliis
KXKIOT0 y3JIa PACCMaTpPUBAIOTCS BXOJSIIIAC CUTHA-
JIbI M1 OOHOBJISIETCS €70 COCTOSIHUE B COOTBETCTBUU
C JIOTUYECKUMU MPABUIIAMHU, KOTOPBIC OMHCAHbBI
BhIllie. B pesynbraTe mosydaeM HOBBIA BEKTOD
cocTossHUM. Ecnu Tekyuuil BEeKTOp COBMANAET C
MIPEIBITYIIIAM, TO MBI HallUTA HETIOIBIDKHYTO TOY-
Ky (CTarlmoHApHOE COCTOSTHUE) B JMHAMHYECKOM
HOPTPETE HAllled FEHHON CETH.

Jlns cetn u3 N y3510B MBI iepeOupaem Bee 2N
COCTOSIHMH CETH 1 CTPOMM MOJIHBIN (a30BBIH MOPT-
peT, T. €. MOOANBbHYI0 KapTHHY TUHAMHUKHU CETH
JUTSL TFOOBIX HAadaIbHBIX ycIoBHid. O4EeBHIHO, UTO
TIPU OMTMCAHUU TIPOCTOM MOJIEITH HE YIUTHIBATUCH
pa3nuyus Kak B CUJIaX B3aMMOJEUCTBUM, Tak U
B UX BPEMCHHBIX IIKAJIaX, OJ[HAKO TaKas MOJCIb
OKa3ajach MOJIC3HOW IMPHU aHAIHM3E IENOoro psijaa
TE€HHBIX CeTeH.

s BHEITHUX (pakTopoB 3HaueHUs 1 u 0 ObLIH
TIPUCBOCHBI CIICAYIONIUM 00pa3oM: IS JITHHHOTO
nas — 1, as kopotkoro aas — 0, st qast — 1, s
Houn — 0, 17t xonona — 1, amst Tera — 0. ITOT npuH-
LIUIT OBUT KCTIOJTL30BAH U B APYTUX OYJIEBBIX MOJICIISIX
(Mendoza et al., 1999; Davidich et al., 2008).

['enHbIE CETH TOCTPOCHBI HA OCHOBAHUH OTTY0-
JINKOBAHHBIX AKCIIEPUMEHTANIbHBIX JaHHBIX (Zhao
et al., 2005; Kane et al., 2007; Li, Dubcovsky,
2008; Shimada et al., 2009; Li et al., 2011), s
BU3yaJu3aluu OBLI MCIOJb30BaH makeT Pajek
(http://pajek.imfm.si/doku.php?id=pajek).

Pe3y.]'ll)TaTLl " 06cy>lc21elme

Tpanckpurnmonusiii pakrop VRN siBrsiercs
KJIFOUEBBIM PETYIATOPOM, KOTOPBIH MHAYLHPY-
eTCsl MpU SAPOBU3ALUMU U YCKOPSIET MEPEXO] K
PEOpPONYKTUBHOM CTAJUU Pa3BUTUS PACTCHUU.
[Tmenuna — pactenne IIUHHOTO AHSA. O3UMBIE
CopTa MIIEHUIIbl BBICEBAIOT OCEHBIO, OHU SIPOBH-
3UpYIOTCA TPY HU3KOM TEMIIEpaType U KOPOTKOM
JTHE 3UMOW M 3alBETAIOT BECHOHM MpH JJIMHHOM
JnHe. OCeHbIO UBETEHUIO MIICHUIIbI TPEHSITCTBYET
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penpeccop uBereHuss VRN2, koTophlil mogasiser
TpaHcKpunuuio reHa VRN3. SApoBuzauus uHAY-
LUpYEeT 3Kcnpeccuto reHa VRNI, Kogupyromero
MADS-box Ttpanckpununonssiii gpakrop VRNI.
VRNI1 sBasiercs penpeccopom rera VRN2, mpo-
IYKT KoToporo pernpeccupyet VRN3. B pesynbrare
BO3pacTaHue HKCIpeccuu rena VRN yBenuurBaeT
yposeHs VRN3. Becnoli, npu aimmaHOM e, VRN3
YCHJIMBAET TPAHCKPUNIUIO VRN, 4TO UHULIUKUPYET
userenne (Trevaskis et al., 2007).

MBI paccMOTpENTH JIOTHYECKYI0 MOJIENb CETH, CO-
CTOSIIIICH U3 PETYISITOPHOTO KOHTYpa reHoB VRIN2-
VRN3-VRNI1 u BHEIHUX (AKTOPOB — ITUTEIBHON
SKCTIO3MIIMY Ha XOJIOE M JUTMHBI JHS (Tabm. 1).

Bcero Bo3mokHbI 2° = 1024 cocTosHHsA 3TOM
ceru: 00000, 00001, ..., 11111. bsuto mpoBeneHo
KOMITBIOTEPHOE MOJAEITUPOBAHUE JTUHAMHUKHU CETH
perynsuuu BpemeHu nBereHus. Ilocne crapra
W3 HAYaJIbHOTO COCTOSIHMS, COOTBETCTBYIOILETO
oceny, 00100, ceTb MPOXOAUT YEpe3 COCTOSIHUE
«3uMay, 11001, 1 oka3piBaeTcs B coctosanm 01011,
DTO COCTOSTHUE aKTUBHOCTH TeHOB VRN u VRN3
COOTBETCTBYET BECHE M PENPOIYKTHBHOW (a3ze
Pa3BUTHS PACTEHUN — LIBETCHUIO, U SIBIICTCS SANH-
CTBEHHBIM CTAI[MOHAPHBIM COCTOSIHUEM CETH.

OTBET Ha SIPOBHU3AIMIO XOPOIIIO U3yYEH Ha Ta-
KOM JTUTTOHMTHOM 3J1aKe, Kak saMeHb (H. vulgare).
[Ipu sipoBM3aIINU N3MEHSETCS COCTOSIHAE XpoMa-
TuHA TeHa VRNI, umo npusooum K 3Hauumens-
HOMY YCULEHUIO YPOBHA MPAHCKPUNYUU D020
eena (Oliver et al., 2009). V sumMeHs mojaBieHue
TpaHckpunuuu VRNI 1o sipoBU3alMK CBSI3AHO C
BBICOKMM YPOBHEM METHIIUPOBAHUS TUCTOHA 3 TI0
3Ry 27.

[Tomumo VRN2, B OTBETE Ha SIPOBU3AIUIO Y
3JIaKOBBIX YYacTBYET M JIpyroil pempeccop LBeTe-
Hust, reH ODDSOC?2 (OS2), Konupyroumii TpaHc-
KpuniuoHHbI (akrop MADS-box (Greenup et
al., 2010). Ha puc. 1 mpeacraBieHa reHHas CETh

PEryISILIUY BPEMEHU LIBETCHUS Y STUMCHSI, KOTOpast
BKitoyaet redsl VRN, OS2 u FPF1 v aBa myTH pe-
rymsun. B rpade renHoii ceTi mpucyTCTBYIOT Ba
BXOJIa BHEIITHUX CHUTHAJIOB: XOJIOJ, BEI3BIBAIOITHH
sIpOBU3allMIO, U JuyiMHA aHSA. Ha BbIXone reHHoM
cetu — nBereHue. ['en OS2 ssUMeHsT dKCIPECCHU-
pyeTcs B JIMCThAX U Mepucteme. TpaHCreHHbIE
pacTeHusl TUMEHS CO CBEpPXIKCIpeccueill reHa
OS2 uMeT MEHBIINE BBICOTY U JJIMHY JINCTHEB
(Greenup et al., 2010). Oxcmpeccus OS2 ogaBiseT
TpaHCKpUMIHIO reHa F'PF 1, TOMOJIOTHYHOTO TeHYy
FPF1 (FLOWERING PROMOTING FACTORI)
A. thaliana. Xonon v akTUBAIMS TPaHCKPHUIIIIHA
VRN npuBOIAT K MOAABIEHUIO 3Kcnpeccuu OS2
U, KaK ciieJicTBUe, Aepenpeccun FPF 1, sxcnpeccust
KOTOPOTO, B CBOIO OUEpE/b, YCKOPSIET IBETCHUE
U yCUJIMBAET JJIOHTAINIO KIETOK. Kpome Toro,
VRN nopasnsier tpanckpunuuio VRN2 (ZCCTb),
4yTo npuBOANT K akTuBauuu VRN3 (Trevaskis et
al., 2007), nanpHEHIIEMY YCUIIEHUIO JKCIIpec-
cuu reHoB FPF1 u nepexoqy K pernpoayKTUBHOMN
ctaauu pa3BuTus pacreHunii. VRN1 narnOupyer
OS2 v o0beanHAET /1B IMyTH PETYISIIIMNA BPEMEHHU
uBereHus (puc. 1).

ITo nanHBIM aHATH3a TPAHCKPUIILUU TCHOB ST4-
MeHSI C TTIOMOIIBE0 MUKPOUYHIIOB, TTOCIIE [UTUTETHHOM
00paboTku xomonoM (49 mgrei mpu 4 °C) B TUCTBAX
SIPOBU3HPOBAHHBIX PACTCHUI U3MEHSIICS YPOBEHB
JKcripeccuu 14 TeHOB, MpU 3TOM 3KCTIpeccHs 6
TeHOB BO3pacTana, a 8 — camxkanace (Greenup et
al.,2011). Cpenu TeHOB, YyBCTBUTEIBHBIX K JJTH-
TEJTLHOMY BO3JICUCTBHUIO XOJ0AOM, Obuth VRNI
n OS2, a TakkKe )XKaCMOHAT-UHIYIIHPYEMBIid TeH,
xomupyromuii 6enok (JIP; 23k/l), ygacTByromuit
B CHHTE3€ IMOJUCAXaPUNIOB KJICTOYHON CTEHKHU;
I'eH, KOJMPYOIINH KaIbIIMN-CBI3bIBAIOINNN OSTI0K
(CaBP); ren, konupytouuii 010K, CXOIHBIN ¢
PHKa3oii S (RNaseS); u reH, KOTUPYIOIIHNA CeK-
petopHsrit 6enok PR17d (puc. 1).

Taoauna 1

Okcnpeccus reHoB VRN 03UMOM MIIIEHUIIB B 3aBUCUMOCTH OT SIPOBU3AIUH U JITTUHBI THS

Cezonroga | Xomox | JnvHHBIN JIeHDb VRN2 VRN3 VRN1 Cocrosiaue cetu | LBetenue
Ocenb 0 1 1 0 0 01100 0
3uma 1 0 0 0 1 10001 0
Becna 0 1 0 1 1 01011 1

[Ipumeuvanue. JnuuHbIN 1eHb — 1, kopoTkuii JeHb — 0, orcyrerBue xonoaa — 0. I'en umeer 3nauenue 1, korma sxcnpec-

CHPYETCsI Ha BBICOKOM YpOBHE, 1 () — KOT/]a HEaKTHBEH.
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Oxcnpeccuss VRNI y sumMeHs 3aBUCUT OT
SPOBU3AIMN W CTaJUU Pa3BUTUS PACTCHUH, HO
He ot mmmHB! gHs (Trevaskis et al., 2006). I'eHbr
ZCCTa n ZCCTb nokyca VRN2 aKTUBHBI TOJBKO
Ha JUIUHHOM AHE (16 94 ocBeleHHs/8 4 TEMHOTHI)
M OCEHBIO MOJABJISIIOT LIBETEHHWE PACTEHUH, HE
noaBepruysumxcs siposusanuu (Trevaskis et al.,
20006). [Tocne sspoBu3auu Ha ITUHHOM JHE VRN 1
uHAyImpyercs, a skcrpeccus ZCCTh nHrHOUpy-
ercs (puc. 1).

Kpome Toro, y stamenss VRN2 nogasinsier sKc-
npeccuto rena PPD2 (PHOTOPERIOD 2), gnus-
IOLIETO Ha BPEMSI [IBETEHNUS B YCIIOBUSIX KOPOTKOTO
JIHsL. Y COPTOB STUMEHSI C AeNenusiMU JJoKyca VRN2
skcripeccuss PPD?2 HabmaomaeTcss ¥ Ha JTITHHHOM
TTHe, HO Ha 00Jiee HU3KOM YPOBHE, YeM Ha KOPOTKOM
nue (Casao et al., 2011). SIpoBble copTa sTuUMeHS,
HECyIIUe JOMHMHAHTHbBIN el poTtonepuona PPD],
3alBETAIOT IIPU JIJIMHHOM JIHE, TIPU 9TOM IIPOUCXO-
JIIT akTUBanus Tpanckpumimu VRN3 (Hemming et
al., 2008) gepe3 TpanckpunmonHbIi hakrop CO
(CONSTANS) (Turner et al., 2005).

Ha ocHoBaHMM 3KCTIepUMEHTAJIBHBIX JaH-
HbIX (Zhao et al., 2005; Kane et al., 2007; Li,
Dubcovsky, 2008; Shimada et al., 2009; Li et
al., 2011), moy4eHHBIX Ha 03UMON (hopMe reKca-
TJIOUTHOM TIIeHHUIBI 1. aestivium 1 spoBoit popme
JTUTUTONTHOW MINIEHUIIBI 7. monococcum, peKOHCT-
pyupoBaHa Te€HHas CETh PEryialid BpeMeHHU
[BETEHMSI B 3aBUCUMOCTH OT MPOJOIKUTEIBHOTO
JIEHCTBYSI X0JI0/1a U JUTHHEI JHA (puc. 2). MADS-
boX TpaHCKPUTIITUOHHBIN (PAKTOP O3MMOH MIIICHHU-
el VRT2 (VEGETATIVE TO REPRODUCTIVE
TRANSITION 2) cBs3aH ¢ IpOIIECCOM SIPOBH-
3alliu, OH JIEHCTBYeT Kak penpeccop reHa VRNI
(Kane et al., 2007). [Tpu nIMHHOM JIHE y HESIPOBH-
3MPOBaHHBIX pacTeHUi skcnpeccus VRT2 ycunuba-
eTcs, IpoBU3aLus HHruoupyet VRT?2. Dkcnpeccus
VRN3 (FT) ycunuBaeTcst Ha JUIMHHOM JHE. bemok
VRN3 (Ha3BaHHBIN (DIOPUTEHOM) IBIDKETCS W3
JUCTHEB B alUKAJIBHYI0 MEPHCTEMY U YCKOPSIET
[BETEHHUE Y Pa3IMYHBIX BUI0B pacTeHuii (Corbesier
et al., 2007). YV nmmennusl VRN3 B mepucreme
B3anmogericteyer ¢ bZIP-6enkom FDL2 (FD-
like), KOTOPBIN HEMMOCPEICTBEHHO CBSI3BIBACTCS C
npomMotopoM reHa VRN, akTUBUpYs €ro TpaHc-
kpurnuto (Li, Dubcovsky, 2008). Dxcnpeccus
VRN3 mpuBOIUT K JalbHeHIIeMy yBETUUEHHUIO
YpOBHS TpaHcKpunuuu VRNI, TakuMm oOpazom,
obOpazyeTcsi meTIs ¢ TOJOKUTEIBHONH 00paTHOM

i Xonon
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RNaseS

FPF1

LONUHHBIN OeHb LiBeTeHune

Puc. 1. T'eHHas ceTh peryiasiluu BPpeMEHM IIBETCHHUS
y SIUMEHS.

CrionHble CTpeNIKK 0003HAYAI0T AKTUBALIUIO, ITyHKTHPHBIC —
UHTHONpPOBAaHUE I'eHa. B TeHHOI ceTH BBIABICH OJUH KOHTYD
C MOJIOKUTEIBbHOM 00paTHOii cBs3bt0 VRN1-ZCCTb-VRN3-
VRNI1. VRN — VERNALIZATION; vrnl — peneccuBHbIi
amtens reda VRNI; ZCCTb - VRN2; PPD —-PHOTOPERIOD;
CO — CONSTANS; JIP — 23 kD JASMONATE INDUCED
PROTEIN; CaBP — CALCIUM BINDING EF HAND
PROTEIN; PR17d — SECRETORY PROTEIN; RNaseS —
RNaseS-like; OS2 — MADS-BOX GENE; FPF1 —
FLOWERING PROMOTING FACTOR 1.

CBSI3BIO, UTO YCHIIMBACT TPAHCKpHUIIHIO VRN no
YpOBHSI, HEOOXOAMMOTO JUTSI MHUITHAIIMH [IBETECHHS
(Distelfeld et al., 2009).

I'en VRN3 (yHKIMOHUPYET Kak WHTETpaTrop
CUTHAJIBHBIX IyTEH B OTBET Ha POBU3AIINIO U (O-
Torieproz y 31akoBbIX (Yan ef al., 2006; Hemming
et al., 2008). KoncepBaTuBHOE CEMEHCTBO OEITKOB
NF-Y unpyuupyercs B OTBET Ha 3aCyXy H OCMO-
Tryeckuil crpecc (Stephenson et al., 2007). B3a-
uMmojeiicteue Mexy oenkamu, nmerornumu CCT
nomensl (CO, CO-like and TIMING OF CABI1
EXPRESSION1), 1 TpaHCKPHUITIIHOHHBIMH (PaKTO-
pamu NF-Y/HAP (NUCLEAR FACTOR-Y) urpa-
€T BaXHYIO POJIb B MHTETPAIlUH ITyTeH Tepeaadn
CUTHAJIOB TIPU SIPOBU3ALMU M U3MEHCHHH JJIUHbBI
nast (Li et al., 2011). CCT-0enkaMu SBASIOTCS
ZCCT1 n ZCCT?2, reHsl KOTOPBIX pacloIOKEHBI B
sokyce VRN2, u CO2, xoTopble B3aUMOJICHCTBYIOT
¢ omauM cemerictBoM NF-Y-OemkoB (puc. 2).
I'east PPDI u CO2, y4acTByIOIIHE B OTBETE Ha
(hoTonepuo, yCUIUBAIOT SKCIpeccuto VRN3 npu
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PPD1

4 LiBeTeHne

Ceet

Puc. 2. ['eHHas ceTh perymsanny BpeMEHH [[BETCHHUS MIIEHHIBI B 3aBICHMOCTH OT SIPOBH3AIHH, (OTONEPHOa,

cTpecca ¥ HUPKaJHOTO PUTMA.

CIUIoLIHbBIE CTPENIKK 0003HAYAIOT AKTUBALIUIO, ITYHKTUPHBIC — MHTMOUPOBAHKE I'eHA.

VRN — VERNALIZATION; vrnl — peueccunbiii aymutens rena VRN1; VRT2 — VEGETATIVE TO REPRODUCTIVE
TRANSITION 2; FDL2 — FD-like 2, PPD1 —PHOTOPERIOD 1; PHYC—-PHYTOCHROME C; NF-Y —NUCLEAR FACTOR-
Y; CO2 — CONSTANS 2; GI - GIGANTEA; X — runoreTnuecKkuii 0eJokK.

JUIMHHOM JIHE, Toraa Kak VRN2 aBisiercst penpec-
copom 1Betenus (Turner et al., 2005). Perymsiius
[[BETCHHS TPOUCXOANT B PE3YJIbTaTe KOHKYPEHITHH
penpeccopa neerenust VRN2 (ZCCT1) n akTuBaTo-
pa CO2 3a B3anmoneiictsue ¢ NF-Y KoMIUIeKcoM
(Lietal., 2011).

CurHasi 0 Ce30HHBIX H3MCHEHUSX JITUHBI JHS,
NoJTy4aeMblil uepes (hoTopeenTopsl, epenaeTcs
[UPKAJIHBIM 4acaM, KOTOPBIE TaKKe PEryIUpPYIOT
BpeMs nBereHus (Imaizumi, 2010). Y A. thaliana
daxrop GI (GIGANTEA) aktuBHpyeT TpaHCKPHII-
uuto reda TOCI, torna kak TOC1 uHrubupyer
TpaHckpumiuo resa G/. Perynsatopsl iupkaIHoro
putma TOCI1, PRRS, PRR7, PRR9, CCA1 u LHY
00pa3ylT KOHTYp C OTpPUIATEIHHBIMH 00part-
HBIMU CBSA3SAMH, ONPEISTSIONINN OCIUIUISIUIO
aKkcrpeccuu reHoB. Gl akTUBHpYET TpaHCKpPHII-
muto reHa CO B cocTaBe OEIKOBOTO KOMILIEKCA
(Sawa et al., 2007). BpIsiBlIeH TeH NIICHUIIBI,
KOTODBIH siBIsieTcst opTonioroM rena GI A. thaliana
(Zhao et al., 2005). CO sBnseTcss MO3UTHBHBIM
PETYAATOPOM I[BETCHHUS MPH JITUHHOM JHE, aKTH-
BHUpys TpaHckpumnuuio rena FT (VRN3), 3amyc-
katomiero nperenue (Tiwari et al., 2010). COP1
(CONSTITUTIVE PHOTOMORPHOGENESIS 1)

SIBJISIETCS] KIIOYEBBIM PETYJISITOpOM (POTOMOP-
(orenesa pactenuit (Smirnova et al., 2011). B
temHOTe COP1 criocoOCTByeT Aerpaaaiiu CBETO-
PETYIUPYEeMbIX TPAHCKPUIIIMOHHBIX (PAKTOPOB U
TTOZIABIISICT PKCIIPECCHIO TEHOB (poTOMOpQoTreHesa.
VY A. thaliana COP1 o0ecneunBaer mpoTeoIn3
ELF3, Gl u CO B Temuote (Yu et al., 2008). ELF3
JeCTBYeT Kak OCJKOBBIH ajamnTep, COCOOCTBYS
B3anmozericteuio COP1 ¢ GI. MexaHn3msl peryis-
LU [IIPKATHOTO PUTMa KOHCEPBATUBHBI Y MHOTHUX
BHUIOB pactennii (Song et al., 2010). ITockombky
COP1 sBnsgercs oueHb KOHCEPBATUBHBIM OEJIKOM,
MOYKHO MIPEATONIOKHUTE yuactue E3-yOukBuTruHIN-
ra3bl B PEryISIUH [TUPKATHOTO PUTMA Y MIICHUIIBI
(puc. 2). Ha cxeme TeHHOM ceTH MmpearoiaraeMblii
HaMH THNOTETHYECKH Oelok 0003Ha4YeH CHM-
BosioM X. DTOT O€IOK MOXKET UMETh aKTUBHOCTH
youkBuTHHINTa3bl. bemok X mogasnsger skcnpec-
curo GI Houblo, B OTCYTCTBHE cBeTa, (hopMHpys
LUPKAIHBIA PUTM.

Ha mpopocTkax spoBOoTro copra IHIIOUI-
HOW mmieHunsl 1. monococcum OblIa U3ydeHA
IuHAMHKA dKcrnpeccun reHoB GI, COI, VRN3
(FT) mu VRNI B 3aBucuMocTH oT (oTorepuona u
cyrouHoro putma (Shimada et al., 2009). beuia
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MIPeJUIOKEHA alIbTePHATUBHAS MOJISNb PETYJISIHH
koHTypa VRN3--[|[VRN2--][VRNI— VRN3, B
kotopoir VRN3 sBisiercs penpeccopom VRN?2
W aKTUBUPYETCS Ha JTMHHOM JHE 4epe3 IyTh
nepenaun ceetooro curtana PPD1—GI—-CO
(Shimada et al., 2009). Moxens ObuIa MOCTpOCHA
NP N3yYCHUU MYTAHTHBIX JTMHUN MIICHUIIBI MVD
(maintained vegetative phase), HeCylux MyTaIuto
rena VRNI. B panpHeimeM ObUIO ITOKa3aHO, YTO
9TH JIMHUH HECYT OOJIBIITHE JAETICIINH, BKIFOYAIOIIIHe
reabl AGLGI, CYS, PHYC u VRNI (Distelfeld,
Dubcovsky, 2010). ABTOpBI 3TOW CTaTbH Mpea-
MoJIaratoT, YTO MOCKOJBKY dKcrpeccus VRNZ u
FT perynupyercsi CBeTOM, CHIDKEHHE YKCTIPECCUU
VRN2 y MyTaHTOB mVp MOXET OBITh CBSI3aHO C
nenenuei rena PHYC, komupyromiero (oToperer-
Top utoxpom C, MOITOMY IOKa HET OCHOBAHUIH
npeanararh ajJbTepHATUBHYIO MOJICIb PEryIsuN
nBercHus renamu VRN.

Oxcnpeccus reHoB GI, COI, VRN3 (FT) n
VRNI perynupoBanach LMPKAIHBIM 24-4aCcOBbIM
putMoM. MakcumanbHas skcnpeccus VRNI Ha-
omonanacy yrpoMm. CyTounslii put™M VRN He
3aBMCEJI OT JJIMHBI JHs, Torjga kak VRN3 He skc-
MPECCUPOBAJICS B YCIOBHIX KopoTkoro aus (10 1
ocBemeHns/ 14 4 TeMHOTBI). B yCIIOBUSIX JITHHHOTO
ItHsT (16 9 OCBEIICHMSI/8 1 TEMHOTHI ) TTHK SKCIIpEeC-
cun VRN3 nabmiomancs nuem. MakcumaibHas
skcnpeccuss MPHK COI Habmonanach HOYBIO U
HE 3aBHCeNa OT JUIMHBI AHA. B Tabn. 2 nanHeie 1o
HKCIIPECCUU TEHOB, MOJTYUYECHHBIC B SKCTIEPUMEHTE
Shimada c coasr. (2009), mpencraBieHbl B OnHap-
HOM BHUJIE.

JlanHbIe, IpencTaBieHHbIe B Ta0M. 2, cormacy-
FOTCSI C TUHAMUKOMN AKCIIPECCUU T€HOB ITUPKATHOTO
pHUTMa, pacCUMTAaHHOM HAMH Ha OCHOBAHUH dKCIIe-
PUMCHTAILHBIX JAHHBIX U apXUTEKTYPbl TCHHON
cetn (Tabn. 3). MckirodeHne COCTaBHII JIHIIb

Tabauna 2
M3Menenus sKCrpeccuy TeHOB SIPOBOU MIIICHUIIBL,
HeCyIIUX JOMUHAHTHBIN annens reHa PPD],
B 3aBUCHMOCTH OT JUTMHBI JTHS ¥ CYTOYHOTO PHTMa
(o maraeIM Shimada et al., 2009)

Tlmana s ]25:2‘; Col'| GI | VRNI (V’g&
Koporkuit | HOub 1 0 0 0
Kopotkuit | neHs 0 1 1 0
JITUHHBIA | HOYB 1 0 0 0
JITMHHBIA | JIeHb 0 1 1 1

[Ipumeuanue. I'eHumeer 3HaYeHHUE 1, KOTIA FKCTIPECCH-
pyeTcs Ha BBICOKOM YpoBHe U 0, KOIJla HEaKTUBEH.

narTepH nupkajaHoro purma resa CO/, Ha KOToO-
phlii, Kak okazano (Shimada et al., 2009), Biusia
myTauus rena PPD 1. Ha KopoTKoM JIHE y pacTeHui
SIPOBOI TIIIEHHIIBI C MyTaHTHBIM aJuTeNeM ppd [ TIAK
aktuBHOCTH reHa CO/ Habmomasncs BeaepoM. Bos-
MOYKHO, CJTBUT BO BpeMeHH cyTo4HOTo putMa CO2
otHocutenbHO CO/ cBsi3aH ¢ ero perymauueit Gl u
0eKoM X, KOTOPBIN HKCIIPECCUPYETCSl B TEMHOTE
n uaruoupyet reusl CO u GI.

B Hopme PPDI1 npuHumaeT onocpeaoBaHHOE
yJacTre B akTuBaniuy VRN3 B OTBET Ha JUTHHY JTHSL.
Bo3MoykHoO, 3TO OmpeenseT OTCyTCTBHE IKCIIpec-
cuM reHa VRN3 Ha KOpOTKOM JIHE KaK Y SIpOBOIA,
TaKk ¥ 03UMOH muieHuIlsl. Jkcnpeccust VRN3 B
YCIIOBHSIX JUTMHHOTO JTHS U B THEBHOE BPEMSI CYTOK
onpeensercs akTuBHbIMU reHamu PPD 1 v VRN,
TaKUM 00pa3oM, Y O3UMOM MIIIEHNLIBI TPAHCKPHUTI-
nnoHHBIN dakTop VRN sBiIsIeTCS KITIOUEBBIM
peryasTopoM BPEMEHH IIBETEHUSI.

B nanHol paboTe Mbl HHTEIPUPOBAIN B T'CH-
HYIO CeTh JIAHHBIE TI0 T€HaM, KOHTPOIUPYIOIIIM
YYBCTBUTENFHOCTD K SIPOBHU3AINHA U (HOTOTIEPHOTY.

Tab6auma 3

I_II/IpKaI[HBIC U3MCHCHUSA DKCIIPECCHUU I'CHOB 03UMOM IMIICHUIIBI, paCCYUTAHHBIC HA OCHOBaHNU
TOTIOJIOTHUU T€HHOM CEeTH peryisinuu BpEMEHHU IBETCHUA Y 03UMOM TIIICHUIBI

Jumnaa mas | Bpewms cytox | PPDI co2 GI X VRNI VRN3 VRN2
Kopotkuit HOYb 0 0 0 1 0 0 0
Kopotkuit JICHb 0 1 1 0 1 0 0
JImuHHBII HOYB 0 0 0 1 0 0 1
JImuHHBIH JIEHb 1 1 1 0 1 1 0

[Ipumeuanue. I'ed umeer 3HaueHHE 1, KOrzna SKCIpeCcCUPyeTCs HAa BBICOKOM ypoBHE U (), KOr/la HeaKTHBEH.
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[Ipennoxena npocTasi JOruuecKas MOAEIb TeHHOM
CeTH, PETYIUPYIOIIeH BpeMs IBETEHUS O3UMOM
mmeHuIsl. C UCIoNb30BaHUEM CHHXPOHHOH Oy-
JIEBOM MOJIEITH BOCIIPOM3BEICHA TMHAMIKA TCHHON
CeTH W BBISBICHO €€ CTAIlMOHAPHOE COCTOSHUE.
Monenb peryasnuu BpeMEHHU [IBETCHUS B 3aBUCH-
MOCTH OT UMPKAJAHOTO PUTMA BKJIIOYACT TUIIOTETU-
4YeCKUii OSIIOK, HE BBISBIICHHBIH Y MIIICHUIIBI, TIPEI-
oaoxkuTeasHo romosioruunbiii COP1 A. thaliana.
Pacmmupennast Moiens TEHHOH ceTH MOXKET OBITh
WCTIOJTb30BaHa JIJIs IPOBEPKH COTTIACOBAHHOCTH JKC-
MIEPUMEHTAJIBHBIX JIAHHBIX M BBIJIBHYKCHHSI HOBBIX
THUIOTE3 O B3aMMOJCHCTBUN I'€HOB.

Baarogapnoctu

Pabora wactuyno nognepskana: [ockoHTpakToM
Ne 07.514.11.4023 Muno6puayku PO «IIpoekru-
poBanue u paspadorka RESTful-Be0-cepBucos
IUISL CO3[IaHMsl paclpeneiIeHHON HH(pacTpyKTy-
PBbl, OPUCHTUPOBAHHON Ha PEILICHNUS 3a/1a4 PEKOH-
CTPYKIIMW W aHallu3a FeHHBIX CETei»; rPaHTOM
Muno6pnayku PO B pamkax OLIT «Mcenemopanus
1 pa3pabOTKH 10 MPUOPUTETHBIM HATpaBICHUIM
Pa3BUTHSL HAyYHO-TEXHOJIOTHUECKOTO KOMILIEKCa
Poccun na 2007-2013 ry» (07.514.11.4052); uH-
terpanroHHbiM ipoexktoMm CO PAH; nporpammoit
PAH «KwuBas mpupoaa: cOBpeMeHHOE COCTOSTHHE
Y IPOOJIEMBI Pa3BUTHUS.

JIuteparypa

Ananko E.A., Podkolodny N.L., Stepanenko I.L. et al. GeneNet
in 2005 // Nucl. Acids Res. 2005. V. 33. D425-427.

Casao M.C,, Igartua E., Karsai I. et al. Expression analysis
of vernalization and day-length response genes in barley
(Hordeum vulgare L.) indicates that VRNH2 is a repressor
of PPDH2 (HvFT3) under long days // J. Exp. Bot. 2011.
V. 62. P. 1939-1949.

Corbesier L., Vincent C., Jang S.H. et al. FT protein movement
contributes to long-distance signaling in floral induction of
Arabidopsis // Sci. 2007. V. 316. P. 1030-1033.

Davidich M., Bornholdt S. Boolean network model predicts
cell cycle sequence of fission yeast / PLoS ONE. 2008.
V.3.P.el672.

Distelfeld A., Li C., Dubcovsky J. Regulation of flowering in
temperate cereals // Curr. Opin. Plant Biol. 2009. V. 12.
P. 178-184.

Distelfeld A., Dubcovsky J. Characterization of the maintained
vegetative phase deletions from diploid wheat and their
effect on VRN2 and FT transcript levels // Mol. Genet.
Genomics. 2010. V. 283. P. 223-232.

Greenup A., Peacock W.J., Dennis E.S., Trevaskis B. The
molecular biology of seasonal flowering-responses in

Arabidopsis and the cereals // Ann. Bot. 2009. V. 103.
P. 1165-1172.

Greenup A.G., Sasani S., Oliver S.N. ef al. ODDSOC?2 is a
MADS box floral repressor that is down-regulated by
vernalization in temperate cereals // Plant Physiol. 2010.
V. 153. P. 1062-1073.

Greenup A.G., Sasani S., Oliver S.N. et al. Transcriptome
analysis of the vernalization response in barley (Hordeum
vulgare) seedlings // PLoS One. 2011. V. 6. P. €17900.

Hemming M.N., Peacock W.J., Dennis, E.S., Trevaskis B.
Low-temperature and daylength cues are integrated to
regulate FLOWERING LOCUS T in barley // Plant Physiol.
2008. V. 147. P. 355-366.

Higgins J.A., Bailey P.C., Laurie D.A. Comparative genom-
ics of flowering time pathways using Brachypodium
distachyon as a model for the temperate grasses / PLoS
One. 2010. V. 19. P. ¢10065.

Imaizumi T. Arabidopsis circadian clock and photoperiodism:
Time to think about location // Curr. Opin. Plant Biol.
2010. V. 13. P. 83-89.

Kauffman S., Peterson C., Samuelsson B. ez al. Genetic networks
with canalyzing Boolean rules are always stable // Proc. Natl
Acad. Sci. USA. 2004. V. 101. P. 17102-17107.

Kane N.A., Agharbaoui Z., Diallo A.O. et al. TaVRT2 re-
presses transcription of the wheat vernalization gene
TaVRNI1 // Plant J. 2007. V. 51. P. 670-680.

LiC., Distelfeld A., Comis A., Dubcovsky J. Wheat flowering
repressor VRN2 and promoter CO2 compete for interac-
tions with NUCLEAR FACTOR-Y complexes // Plant J.
2011. V. 67. P. 763-773.

Li C., Dubcovsky J. Wheat FT protein regulates VRN1 tran-
scription through interactions with FDL2 // Plant J. 2008.
V. 55. P. 543-554.

Mendoza L., Thieffry D., Alvarez-Buylla E. Genetic control of
flower morphogenesis in Arabidopsis thaliana: a logical
analysis // Bioinformatics. 1999. V. 15. P. 593-606.

Oliver S.N., Finnegan E.J., Dennis E.S. et al. Vernalization-
induced flowering in cereals is associated with changes in
histone methylation at the VERNALIZATIONI gene // Proc.
Natl Acad. Sci. USA. 2009. V. 106. P. 8386-8391.

Papin J.A., Hunter T., Palsson B.O., Subramaniam S. Recon-
struction of cellular signalling networks and analysis of
their properties / Nat. Rev. Mol. Cell Biol. 2005. V. 6.
P. 99-111.

Sawa M., Nusinow D.A., Kay S.A., Imaizumi T. FKF1 and
GIGANTEa complex formation is required for day-
length measurement in Arabidopsis // Sci. 2007. V. 318.
P. 261-265.

Shimada S., Ogawa T., Kitagawa S. et al. A genetic network
of flowering-time genes in wheat leaves, in which an
APETALA1/FRUITFULL-like gene, VRNI, is upstream
of FLOWERING LOCUS T // Plant J. 2009. V. 58.
P. 668-681.

Smirnova O.G., Stepanenko I.L., Shumny V.K. The role of the
COP1, SPA, and PIF proteins in plant photomorphogenesis
// Biol. Bull. Rev. 2011. V. 1. No 4. P. 314-324.

Song Y.H., Ito S., Imaizumi T. Similarities in the circadian
clock and photoperiodism in plants // Curr. Opin. Plant
Biol. 2010. V. 13. P. 594-603.

Stephenson T.J., Mclntyre C.L., Collet C. ef al. Genome-wide
identification and expression analysis of the NF-Y family



106 .A. Crenanenxo, O.I Cmuposa, V.. Tutos

of transcription factors in Triticum aestivum // Plant Mol.
Biol. 2007. V. 65 P. 77-92.

Tiwari S.B., Shen Y., Chang H.C. et al. The flowering time
regulator CONSTANS is recruited to the FLOWERING
LOCUS T promoter via a unique cis-element // New
Phytol. 2010. V. 187. P. 57-66.

Trevaskis B., Hemming M.N., Dennis E.S. et al. The molecu-
lar basis of vernalization-induced flowering in cereals //
Trends Plant Sci. 2007. V. 12. P. 352-357.

Trevaskis B., Hemming M.N., Peacock W.J., Dennis E.S.
HvVRN?2 responds to daylength, whereas HvVRNI is
regulated by vernalization and developmental status //
Plant Physiol. 2006. V. 140. P. 1397-1405.

Turner A., Beales J., Faure S. ef al. The pseudo-response
regulator Ppd-H1 provides adaptation to photoperiod in
barley // Sci. 2005. V. 310. P. 1031-1034.

Yan L., Fu D., Li C., Blechl A. ef al. The wheat and barley
vernalization gene VRN3 is an orthologue of FT'// Proc.
Natl Acad. Sci. USA. 2006. V. 103. P. 19581-19586.

Yan L., Loukoianov A., Blechl A. et al. The wheat VRN2 gene
is a flowering repressor down-regulated by vernalization
// Sci. 2004. V. 303. No 5664. P. 1640—-1644.

Yan L., Loukoianov A., Tranquilli G. et al. Positional cloning
of wheat vernalization gene VRNI // Proc. Natl Acad. Sci.
USA. 2003. V. 100. P. 6263-6268.

Yu J.W., Rubio V., Lee N.Y. et al. COP1 and ELF3 control
circadian function and photoperiodic flowering by
regulating GI stability // Mol. Cell. 2008. V. 32.
P. 617-630.

Zhao X.Y., Liu M.S., Li J.R. et al. The wheat TaGI1, involved
in photoperiodic flowering, encodes an Arabidopsis Gl
ortholog // Plant Mol. Biol. 2005. V. 58. P. 53-64.

A GENE REGULATORY NETWORK MODEL FOR VERNALIZATION
AND SEASONAL FLOWERING RESPONSE IN WINTER WHEAT AND BARLEY

L.L. Stepanenko, O.G. Smirnova, L.I. Titov

Institute of Cytology and Genetics, SB RAS, Novosibirsk, Russia,
e-mail: stepan@bionet.nsc.ru

Summary

The transition from vegetative to reproductive development in wheat is regulated by seasonal cues, including
vernalization and photoperiod. Here we present a simple logical model of the wheat development gene
network. Vernalization accelerates flowering in winter cereals. It is regulated mainly by the vernalization
genes VRNI, VRN2, and VRN3. After vernalization, VRNI downregulates the VRN2 flowering repressor,
thereby increasing the VRN3 level. The expression of VRN3 promotes further increases in the VRN/
transcription level, generating a positive feedback loop, which enhances VRN transcription to a threshold
level required to initiate flowering. The products of the PPD1 and CO2 photoperiod genes increase
VRN3 expression under long daylight conditions. Seasonal changes in day length are perceived by plant
photoreceptors and transmitted to the circadian clock to modulate flowering time. Here we integrate data
on vernalization and photoperiod genes in a gene network. Using a synchronous Boolean model, we have
simulated the network dynamics. This model can be useful to test the coherence of experimental data and
to hypothesize gene interactions that remain to be discovered.

Key words: wheat, barley, VRN, VRN2, VRN3, vernalization, photoperiod, day length, circadian rhythm,
flowering, gene network, synchronous Boolean model.



