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ITepexom OT BereTaTUBHON K PEMPOXYKTHBHOW CTAJWH Pa3BUTHS PACTCHUH 3aBUCHT OT (HOTOMEpHOIA H
sipoBu3anuu. [Ipeanoxena npocras Jorudyeckasl MOAEIb TEHHOM CETH, PEryIUpPYIOLIEN BpeMsl IBETCHUS
03UMOM MIUEHULBI. Y O3UMBIX COPTOB 3JaKOB UYBCTBUTEIBHOCTb K SIPOBU3ALIUU KOHTPOJUPYETCS FeHa-
mu VRNI, VRN2 u VRN3. Ilocne spoBu3anuu IpoAayKT reHa VRN nomgasnseT reH VRNZ2, Kogupyrommi
penpeccop mnBeTeHus. B pesynbrare ypoBeHb dkcnipeccun VRN3 Bo3pacTaeT U CTUMYIUPYET JalbHEHIee
yBEJIMUCHUE YPOBHS TpaHCKpunuuu rena VRNI. TeHbl 00pa3yloT METIio C MOJOKUTENILHON 00paTHOM
CBSI3bI0, UTO YCHJIMBACT TPAHCKpUMIHIO VRNI 10 ypOBHS, HEOOXOAMMOTO JIjIsl MHUIIMAIIUK [[BETCHUs. B
YCIIOBUSIX ATTMHHOTO JHS SKCIpeccuio VRN3 ycunuBaroT nponykTsl renoB PPDI u CO2, onpenensionye
qyBCTBUTEIBHOCT K (oTonepuoay. Ce30HHbIe M3MEHEHUsI UIMHBI JIHS Yepe3 (POTOpelenTophl rnepeia-
I0TCS IIUPKAJHBIM YacaM, KOTOPbIE MOIYIUPYIOT BpeMs [IBETeHUs. JJaHHbIE O reHaX SYMEHs U MIIEHUIIBI,
KOHTPOJIMPYIONIUX YyBCTBUTEIBLHOCTD K SPOBH3ALUK U (POTOTIEPHOY, HHTETPHPOBAHbI B TeHHYIO ceTh. C
MTOMOIIBI0 CHHXPOHHOH OyJIeBOI MOJEITN BOCIIPOHM3BEICHA TMHAMUKA TeHHOH ceTH. PacimpenHas Moelb
TCHHOW CETH MOKET OBITh MCIIOIB30BaHA IS IIPOBEPKH COTTIACOBAHHOCTH SKCIICPUMEHTAIBHBIX TAaHHBIX H
BBIJIBM)KEHUSI HOBBIX TMIIOTE3 O B3aUMOJICHCTBUYU T€HOB.

KiroueBsble ciioBa: niieHuna, sumenb, VRNI, VRN2, VRN3, spoBu3aiusi, HOTONEPHOI, UTMHA JTHS, [IAP-

KaﬂHHﬁ PUTM, OBETCHUEC, TCHHAA CE€Thb, CHHXPOHHAaA 6yneBa MOACIIb.

BBenenune

SlpoBuzanus — JUIUTENbHAS KCITO3UITHS Ha XO-
Jo7ie, HeoOXomruMa JIJIst TIepexoaa pacTeHUI 03UMOit
MIIEHUIbI OT BEreTaTUBHOM K PENnpoOAyKTUBHOMN
CTaJuu pa3BuTuA. Peakuusa pacTeHUd Ha JaHHOE
BO3JIEHCTBUE peryaupyeTcs renamu VRNI, VRN2
u VRN3 (VERNALIZATION). I'en VRN xoqupyet
MADS-box TpanckpununonHsiii gaxrop. Jlokyc
VRN2 copepXuT 2 TaHAEMHO IYIUTMLIMPOBAHHBIX
reHa, KOJUPYIOMINX TMOAaBISIONINN [[BETCHUE
tdaxrop ZCCT, a VRN3 xomupyeT OeJIoK, CXOXKHUH C
unrnouropamu Raf-kunas (Yan et al., 2003; Yan et
al.,2004; Yan et al., 2006). I'erbt VRN perynupyioT
HE TOJHKO YYBCTBUTEILHOCTb K SPOBH3AIMH, HO U
BpeMs 11BeTeHus Ha JimuHHOM nHe (Trevaskis ef al.,
2007). 17t n3y4ueHus mporiecca aanTaii K Ce30H-
HBIM U3MCHEHUSIM, BIIUSIOLIIM Ha BPEMs [{BETCHUS
y MIICHUIIBI, KAK MOJICJIbHBIN O0BEKT UCTIOIB3YIOT
Arabidopsis thaliana. VRN sBJsieTCs TOMOJIOTOM

reHa AP (APENTALA 1) A. thaliana, ren VRN3 —
romonorom reaa 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 TIOTABIISET [BETEHUE aHATIOTHIHO
reny FLC (FLOWERING LOCUS C) A. thaliana.
HecmoTpst Ha TO 4TO OTBET Ha SPOBU3ALMIO KOHT-
posupyertcs y 31makoB U A. thaliana pa3nuaHbIMH
reHaMH, MEXaHN3MbI PETY/SIIUH BPEMEHH IIBETE-
HUS y HUX BechMa KoHcepBaTwBHBI (Greenup et
al., 2009). ®uaoreHeTUUYCCKUH aHAIN3 BBISIBUI
TOMOJIOTHYHBIE T€HBI Y MIICHUIIBI, SIUMEHS, OBCa,
puca, A. thaliana v Brachypodium distachyon, nu-
KOpacTymiel TpaBbl, KOTOPYIO B HACTOSIIEE BPEMS
TaKOKe UCTIONB3YIOT KaK MOJEINb JUIsl H3y4YEHHs pe-
TYJIALAY BpEMEHH I[BETeHH Y 3makoBbIxX (Higgins
etal., 2010).

['ennble cetr (Tpynibl KOOPAXMHUPOBAHHO (DYHK-
LHUOHUPYIOLINX T€HOB) BKJIIOYAIOT PETYIISTOPHBIC
CeTH, Iy THU Nepeayil CUTHAJIOB, METa00IMYeCKIe
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cetu (Ananko et al., 2005; Papin et al., 2005). Kom-
MBIOTEPHBIC TEXHOJIOTMH PEKOHCTPYKIIUU U aHa-
JIU3a TEHHBIX ceTel Ha 0a3e AKCIIePUMEHTAIbHBIX
JAHHBIX TPUMEHSIOT JUIS U3YYCHUS MEXaHU3MOB
pa3BuTHS U (PyHKIIMOHUPOBAHUS PA3ITUIHBIX OpTa-
HU3MOB. CUCTEMHBIH ITOIXO0/] IIPU PEKOHCTPYKIHH
TFCHHBIX CETCH MO3BOJIAET NMPUMEHSITh MaTeMaTH-
YECKUE METOJIbI JIUIS WX aHalIM3a U MOCTPOCHHUS
mopeneit (Papin et al., 2005). B Hameit padote u3
0OJIBIIIOTO YMCITA CYIIECTBYIOIINX JHHAMUYECKUX
MOJIeJIe TeHHBIX CETEe Mbl UCTIOIB3YEM MPOCTEH-
IIyI0 — CHHXPOHHYI0 OyineBy ceTh (Kaufmann et
al., 2004), koTopasi C yCIIeXOM HUCIOIb3YETCS YKEe
oonee 40 ner. [Tpu MaTeMaTHYECKOM aHAIIN3E JH-
HAMUKU TEHHBIX CETe 0c000e 3HaYCHHE MMEeT
BBIUMCIICHNE CTAIlHOHAPHBIX cocTossHui. Kaknoe
CTaIIOHAPHOE COCTOSIHUE COOTBETCTBYET CBOEMY
pexkuMy (GyHKIIMOHHpOBaHus cetu. CrainoHap-
HbIE COCTOSIHUSI I€HHBIX PEryJISITOPHBIX CETeH
OBLIH HCITOJIL30BAHbI [T ONTUCAHUS MOP(OTreHe3a
A. thaliana (Mendoza et al., 1999) u MoryT UMeTh
MPAKTHYECKOe IPUMEHEHHE B MATO(U3NOIOTHH H
TE€HHON MHYKEHEPHUH.

B nanHoii pabote Ha OCHOBaHUH COBPEMEHHBIX
SKCIEPUMEHTAIbHBIX JJAHHBIX PEKOHCTPYUPOBaHA
TE€HHAs CETh PETY/ISIUH BPEMEHU I[BETCHUS Y
3]IaKOB B 3aBUCUMOCTH OT CE€30HHBIX M3MECHEHUH.
PaccMmoTpeHbI HEKOTOpBIE MOJIETTU PETYIISAIIINH Bpe-
MEHH IIBETEHUS Y 03UMOH (GopMBI stamenst Hordeum
vulgare, spoBO#t (OPMBI AMIIIOUTHON MIIICHULIBI
Triticum monococcum ¥ 03UMOM T€KCaIIOUIHON
MIeHuns! Triticum aestivum, CO3JaHHbIE HA OCHO-
B€ PEKOHCTPYKIIUU TEHHOU CETH.

MarepuaJjibl 1 METObI

Jns pacuera AMHAMUKH T€HHOH CETH pery-
JSIIMK BPEMEHU IBETEHHUs] OblLIa MCIOJIb30BaHa
cuHXpoHHas OyneBa Mozens (Mendoza et al., 1999;
Kaufmann et al., 2004). Yznam rpada Obu10 npu-
CBOCHO OnHapHoe 3HadeHue 1 nmm 0 B 3aBUCHMOCTH
OT TOTO, aKTHBEH WJIM HET COOTBETCTBYIOIIHI I'eH.
Torma cocTosiHUE CETH B Ka)KIblii MOMEHT BPEeMEHU
OTHCBIBACTCS] BEKTOPOM, KOMIIOHEHTBI KOTOPOTO
XapaKTEepPU3yIOT COCTOSHUS OTAEIbHBIX Y3JIOB.

B3aumoneiicTBusi Mexay reHaMu NPEACTaB-
JICHbl HAIPABJICHHBIMH CBSA3SIMU MEXIY Yy3JIaMH.
CocrosiHue J11000T0 y371a B MOMEHT BpeMeHH t + 1
OTpeaeNsieTcsl COCTOSIHUSIMU Y37I0B, KOTOpPbIE
JIEHCTBYIOT Ha 3TOT y3€J1 B MOMEHT BPEMCHH .

Ecnu B MOMEHT BpeMeHU t Ha y3e]1 MOCTYIaeT XOTs
OBl OJIMH WHTHOUPYIONIMIA CHTHAT M3 BXOJSIIUX
B3aMMOJICHCTBUM, B MOMEHT BpeMeHu t + 1 ero
cocTosinue paBHO 0. Eciii B MOMEHT BpeMeHH t Ha
y3eJ He MOCTYIaeT HHTHONPYIOIMUX CUTHAJIOB, B
MOMEHT BpeMeHH t + 1 ero cocrostHue paBHoO 1.

Pacuer quHAMUKK CETHU COCTOSUI M3 IOCICHO-
BaTEIBHOIO aHAIHM3a €€ COCTOSHUIN B CIEIyIOIIEM
nopsiAKe. 3aJaeTcsl BEKTOP COCTOsIHUM cetu. s
Ka)KI0r0 y3J1a pacCMaTpUBarOTCs BXOJSIINE CUTHA-
JIBI 1 OOHOBJISIETCS €I'0 COCTOSIHUE B COOTBETCTBUH
C JIOTHYECKUMH TPaBHIAMH, KOTOPHIC OMHCAHBI
BhIlIE. B pesynbrare mnoaydaem HOBBIM BEKTOP
cocTosiHMl. Ecny TeKylnid BEKTOp COBHALAET C
MPEAbIAYLIUM, TO Mbl HALIUTH HETOABIXKHYIO TOU-
Ky (cTalimoHapHOE COCTOSIHHE) B JMHAMHUYECKOM
MOPTPETE HaIlel TeHHOU CEeTH.

Jlist cetr u3 N y3710B MBI iepebupaem Bee 2N
COCTOSIHUI CETH M CTPOMM MOJHBIN (a30BBIH MOPT-
peT, T. €. DIOOANbHYI0 KapTHHY TUHAMHUKH CETH
JUTSL JTFOOBIX HAYaIbHBIX yclIoBuid. O4eBHIHO, YTO
[P OMUCAHUU IPOCTON MOJIENIN HE YUUTHIBAIUCH
pa3auuus Kak B CUJIaX B3aUMOJEHUCTBUM, TaK U
B UX BPEMCHHBIX IIIKAJIaX, OJHAKO TaKas MOJIEIh
OKasaJiach IMOJIC3HOM TMPHU aHalu3e LEJIoro psaa
TeHHBIX CETEeH.

s BHemHUX (akTopoB 3Ha4eHus 1 u 0 ObuH
MIPUCBOCHBI CIIETYIOIIUM 00pa3oM: ISl [UTMHHOTO
mHs — 1, g kopotkoro aas — 0, st aust — 1, s
Houm — 0, 1711 Xomoma — 1, gyt Teria — 0. DToT mpuH-
LIUIT ObUT KCTIOJT30BAH U B JIPYTUX OYJICBBIX MOJICIISIX
(Mendoza et al., 1999; Davidich et al., 2008).

['eHHBIE CETH TOCTPOCHBI HA OCHOBAaHUU OITY0-
JTIUKOBAaHHBIX AKCTIEPUMEHTAILHBIX JAHHBIX (Zhao
et al., 2005; Kane et al., 2007; Li, Dubcovsky,
2008; Shimada et al., 2009; Li et al., 2011), mis
BHU3yaju3aluu ObLI MCIOJIb30BaH makeT Pajek
(http://pajek.imfm.si/doku.php?id=pajek).

Pesyabrartel u 00cyxkaenne

Tpanckpunuuonsiii ¢pakrop VRN sBrsiercs
KJIIOYEBBIM PETYIATOPOM, KOTOPBIA MHIYLHPY-
eTcsl IIpHU APOBHU3ALUU U YCKOPSAET MEPEXOX K
pPENpOAYKTUBHOW CTaJWM Pa3BUTHS PACTEHMII.
[Tmennna — pacrtenue AauHHOTO AHA. O3UMBIE
COpTa MIIECHUIBI BBICEBAIOT OCEHBIO, OHU SPOBH-
3UPYIOTCSl IIPU HU3KOHU TEMIIEpaType U KOPOTKOM
JIHE 3UMOM M 3alBETAIOT BECHOU IpU JJIMHHOM
nHe. OCeHbI0 [IBETEHUIO MIIIEHUIIBI IPENATCTBYET
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pemipeccop nBerenuss VRN2, KoTopslil momasiser
TpaHckpunuuio reHa VRN3. SpoBuszanusa uHAy-
HUpyeT 3Kcnpeccuto reia VRNI, Kogupyroumero
MADS-box TpanckpunmuoHHbIH pakTtop VRNI.
VRNI sBisercs pernpeccopom rera VRNZ2, mipo-
IYKT KoToporo penpeccupyet VRN3. B pesynbrare
BO3pacTaHue YKcIpeccuu rena VRN yBennunBaeT
ypoBeHb VRN3. Becnoii, npu anunaom nue, VRN3
YCWJIMBAET TPAHCKPUMLIUIO VRN, 4TO MHULIMUPYET
nBerenue (Trevaskis et al., 2007).

MBI paccMOTpeITH JIOTHIECKYT0 MOJIENTb CETH, CO-
CTOSITIICH U3 PETYISITOPHOTO KOHTYpa reHoB VRIN2-
VRN3-VRNI u BHeIHUX (aKTOPOB — AU TEITBHOM
IKCTO3UIIMH Ha XOJIO/IC U JUTUHBI JTHS (Tali. 1).

Bcero Bosmoxubl 2° = 1024 cocTostHus 3TOR
cetu: 00000, 00001, ..., 11111. Beuto npoBeneHo
KOMITBIOTEPHOE MOAETUPOBAHHUE TUHAMHUKH CETH
perymsanuu BpeMeHHU 1BeTeHwus. Ilocie crapta
U3 HAYaJbHOTO COCTOSIHUS, COOTBETCTBYIOIIETO
ocend, 00100, ceTp MPOXOAUT Yepe3 COCTOSIHUE
«3uMay, 11001, n oka3eiBacTcs B coctostanu 01011.
DTO COCTOSTHUE aKTUBHOCTU I'eHOB VRN u VRN3
COOTBETCTBYET BECHE M PENMPOAYyKTUBHOU (aze
pa3BUTHS PACTEHUI — IBETCHUIO, U SIBJISICTCS SMH-
CTBEHHBIM CTAI[MOHAPHBIM COCTOSTHHEM CETH.

OTBeT Ha APOBUBALNIO XOPOIIO U3YUYEH HA Ta-
KOM JTUTIIIOHTHOM 3J1aKe, KaK suMeHb (H. vulgare).
[Ipu sipoBH3anK U3MEHSETCS COCTOSTHIE XpOMa-
THHA TeHa VRNI, umo npusooum K 3sHawumens-
HOMY YCULEHUIO YPOBHA MPAHCKPUNYUU ITN020
eena (Oliver et al., 2009). V suMeHs mojaBiieHue
Tpa"ckpunuuu VRNI 10 spoBHU3allUU CBA3aHO C
BBICOKHM YPOBHEM METHIIUPOBAHHS THCTOHA 3 IO
nu3uny 27.

IToMmumo VRN2, B OTBETE Ha SPOBU3AIUIO Y
3JIAKOBBIX YYaCTBYET M IPYTOM pErpeccop IBeTe-
Hus, ren ODDSOC2 (OS2), xogupyromuii TpaHe-
KpunuuoHHbI Gakrop MADS-box (Greenup et
al., 2010). Ha puc. 1 npeacrapieHa reHHast CETh

peryssiui BpeMeHHU LIBETEHUS y STUMEHs, KoTopast
Biumovaet redsl VRN, OS2 u FPF 1 v aBa myTH pe-
rymsiun. B rpade reHHoli ceTi mpuCcyTCTBYIOT J1Ba
BXO/Ia BHEIITHIX CHUTHAJIOB: XOJIOJ], BBI3BIBAIOIITHIA
SPOBU3ALNIO, W AnuHA OHA. Ha BbIXOJE TeHHON
cetn — nBereHue. I'en OS2 sUMEHS dKCIPECCH-
pyeTcs B JIMCThSIX U MepucteMe. TpaHCTeHHbIE
pacTeHust AUMEHs CO CBEpXIKCIpeccHell reHa
OS2 uMeI0T MEHBIINE BBICOTY U JJIMHY JIUCTHEB
(Greenup et al., 2010). Dxcnpeccus OS2 nmomapmnser
TPaHCKPUIIIINIO TeHa F/PF ], TOMOJIOTHIHOTO TeHY
FPF1 (FLOWERING PROMOTING FACTORI)
A. thaliana. Xonox n akTUBaLUs TPAHCKPUIIIIUU
VRNI npuBOAAT K MojAaBiIeHuIo 3kcipeccun OS2
U, KaK cJe[CTBUE, nepenpeccun FPF 1, sxcnpeccust
KOTOPOTO, B CBOIO OUY€pellb, YCKOPSET I[BETEHHE
Y YCHIIWBAaeT dJIOHTaIHI0 Ki1eTok. Kpome Toro,
VRN1 nonasmisier tpanckpunmmio VRN2 (ZCCTbh),
9yro npuBoAUT K akTuBanuu VRN3 (Trevaskis et
al., 2007), nanpHeHIIEMy YCUICHUIO JKCIIPEC-
cuu reHoB FPF1 u nepexoay K penpoayKTUBHOMN
ctaauu pa3BuTus pacreHuit. VRN1 narHOUpYyeT
OS2 n 00beauHSET IBa MYTH PETYIISAIINN BPEMCHH
uBerenus (puc. 1).

ITo naHHBIM aHaNMU3a TPAHCKPUIIIIUHI T€HOB S4-
MEHSI ¢ TOMOIIIbIO MUKPOUYHIIOB, ITOCIIE [UTNTETbHOM
00paboTku xonoaoM (49 nueit ipu 4 °C) B IUCTHSIX
SIPOBU3UPOBAHHBIX PACTEHUH N3MEHSIIICS YPOBEHb
JKCTIpeccuu 14 TeHOB, MpH ITOM IKCIpeccHs 6
TeHOB BO3pacTaia, a 8 — cHmkanack (Greenup et
al.,2011). Cpenu reHOB, YyBCTBUTEIILHBIX K JJTH-
TEILHOMY BO3JCHCTBUIO X0JIOJOM, ObuTH VRNI
n OS2, a Takke KaCMOHAT-UHIYLIMPYEMBIH I'eH,
xoupyromuii 6enok (JIP; 23k/1), ygacTByrommii
B CHHTE3€ IMOJINCaxXapuI0B KIETOYHOW CTEHKU;
T'CH, KOAUPYIOIIHHA KaTbITHI-CBSI3BIBAIOIIII OCTTOK
(CaBP); ren, xogupytommuii 6e10K, CXOIHBIN ¢
PHKa3zoii S (RNaseS); u reH, KoTupyouuii cex-
peropubiii 6enok PR17d (puc. 1).

Taoauna 1

Dxcnpeccust TeHOB VRN 03UMOI MIIIEHUIIBI B 3aBUCUMOCTH OT SIPOBH3AIUN U IITUHBI THS

Cesonrona | Xomox | JINMHHBINA JEHb VRN2 VRN3 VRN1 Cocrosinue cetn | LlBereHue
OceHnb 0 1 1 0 0 01100 0
3uma 1 0 0 0 1 10001 0
Becha 0 1 0 1 1 01011 1

IIpumeuanue. JnuuHbIM feHb — 1, kopoTkuii neHb — 0, orcyTerBue xonona — 0. I'en umeer 3HaueHue 1, korjga sxcnpec-

CHpPYETCsI Ha BBICOKOM ypoBHE, 1 0 — KOT/]a HEaKTHBEH.
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Oxcnpeccus VRNI y sumMeHs 3aBUCHUT OT
SApOBU3ALMU U CTAJUU Pa3BUTHUS PACTEHUH, HO
He ot mmmHbl A0 (Trevaskis et al., 2006). I'enbt
ZCCTa v ZCCTbh noxyca VRN2 akTUBHBI TOJBKO
Ha TMHAOM JHE (16 9 OCBEIICHMSI/8 I TEMHOTHI)
M OCEHBIO MOJABIIIOT LIBETEHHWE PACTCHUH, HE
noaBepruayBumxcs siposusanuu (Trevaskis et al.,
2006). ITocne sspoBuzanuu Ha IIUHHOM JiHE VRN
uHIyuupyercs, a akcnpeccust ZCCTh uHruoupy-
ercs (puc. 1).

Kpome Toro, y ssumens VRN2 nonasnser skc-
npeccuto reaa PPD2 (PHOTOPERIOD 2), gnus-
IOIIETO Ha BPEMsI IIBETEHHUS B YCIOBUSAX KOPOTKOTO
JIHS. Y COpPTOB STUMEHSI C ACTEIUsIMU JoKyca VRN2
skcnpeccuss PPD2 HaOnromaeTcss U Ha JUIMHHOM
JIHE, HO Ha 00JIee HU3KOM YPOBHE, YeM Ha KOPOTKOM
nue (Casao et al., 2011). SIpoBble copTa sTuMeHs,
HeCyIie TOMUHAaHTHBIN TeH (hotonepuona PPDI,
3alBETAIOT IIPU JUITMHHOM JTHE, TIPU 3TOM IPOUCXO-
JIT akTUBanus Tpanckpumimu VRN3 (Hemming et
al., 2008) uepes TpaHCKpUNIMOHHBIN akTop CO
(CONSTANS) (Turner et al., 2005).

Ha ocHOBaHMM 3KCHEpUMEHTAIBHBIX NaH-
HbeIX (Zhao et al., 2005; Kane et al., 2007; Li,
Dubcovsky, 2008; Shimada et al., 2009; Li et
al.,2011), momy4eHHBIX Ha 03UMOH (OpMe reKca-
TUTOMIHOM NIeHULBI 1) aestivum U sipoBoit popme
JUIIOUAHON MIIeHULbI 1. monococcum, peKOHCT-
pyUpOBaHa T'€HHasl CETh PEryisilUd BPEMEHHU
[[BETEHHS B 3aBUCHUMOCTH OT MPOJOKUTEIHHOTO
JeficTBUs X002 U JyIUHbI aHA (puc. 2). MADS-
boX TpaHCKPUMIIMOHHBIN (HDAaKTOP O3UMOM MIICHH-
sl VRT2 (VEGETATIVE TO REPRODUCTIVE
TRANSITION 2) cBs3aH ¢ IpoLeccoM SIpOBH-
3aIiH, OH JICUCTBYET Kak pernpeccop reHa VRNI
(Kane et al.,2007). ITpu AmuHHOM THE Y HESIPOBU-
3WPOBAHHBIX pacTeHui axkcnpeccus VRT2 ycunupa-
eTcs, spoBU3aLus HtHruoupyet VRT2. Dxkcnpeccus
VRN3 (FT) ycunuBaeTcst Ha JUIMHHOM JiHE. benok
VRN3 (na3BaHHBIN (DJIOPUTEHOM) IBUKETCS W3
JMCTHEB B AIMKAJIbHYI0 MEPUCTEMY U YCKOpPSIET
[[BETEHHE y Pa3INIHbIX BUJOB pacTenuii (Corbesier
et al., 2007). Y nmenunst VRN3 B Mepucteme
B3aumojeiicteyet ¢ bZIP-6enkom FDL2 (FD-
like), KOTOPBII HEMOCPEACTBEHHO CBSA3BIBACTCS C
poMOTOpoM reHa VRN, akTUBUPYSL €ro TpaHC-
kpuniuio (Li, Dubcovsky, 2008). Dkcmpeccust
VRN3 npuBOIWT K JaJbHEHIIEMY YBEINYEHHUIO
YpOBHS TpaHCKpunuu VRNI, TakuM oOpazom,
oOpa3syeTcsi meTis ¢ TOJOKUTEIBHONW 00paTHOM

i Xonon

’ 1 082

RNaseS

FPF1

LONWHHBIV OeHb LiBeTeHune

Puc. 1. 'eHHast ceTh peryasiiud BPEeMEHHU IBETCHHS
Y SITIMEHS.

CIUTOIIHBIE CTPEIKH 0003HAYAIOT AKTHBALINIO, TYHKTUPHbIE —
MHTHOMPOBaHNE TeHa. B reHHOol ceTH BBISBICH OIMH KOHTYD
€ TIOJIOXHUTENBHON 00paTHOit cBA3bi0 VRN1-ZCCTb-VRN3-
VRNI. VRN — VERNALIZATION; vrnl — peueccuBHbIi
ayutens reHa VRN1; 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.

CBSI3bI0, UTO YCUJIMBAECT TpaHcKpunuuw VRN no
YPOBHS1, HEOOXOANMOTO JIsl MHULMALMH [{BETEHUSI
(Distelfeld et al., 2009).

I'en VRN3 (QyHKIMOHUPYET KaK WHTETPaTop
CUTHAJIbHBIX IyTEH B OTBET Ha APOBU3ALHIO U (O-
Toriepuon y 3naxkoBbIX (Yan et al., 2006; Hemming
et al., 2008). KoncepBaTnBHOE CEMENCTBO OEITKOB
NF-Y unayuupyercs B OTBET Ha 3aCyXy M OCMO-
TH4eckuil ctpece (Stephenson et al., 2007). B3a-
umojeiicteue Mexy oenkamu, umerorumu CCT
nomensl (CO, CO-like and TIMING OF CAB1
EXPRESSIONI), 1 TpaHCKPUIILIMOHHBIMU (DaKTO-
pamu NF-Y/HAP (NUCLEAR FACTOR-Y) urpa-
€T BOXHYIO POJIb B MHTErPalluy IIyTel nepenadn
CUTHAJIOB TIPU SIPOBU3AIIUHA U MU3MEHEHUU JUTUHBI
nus (Li et al., 2011). CCT-O6enkamu sSBISIIOTCS
ZCCT1 u ZCCT2, reHsl KOTOPBIX pacloyIOKEHbI B
nokyce VRN2, u CO2, KoTopble B3aUMOAEHCTBYIOT
¢ ogauM cemeiictBom NF-Y-OenkoB (puc. 2).
I'ensr PPDI u CO2, ydacTByIOIIHE B OTBETE Ha
(hoTomepuo, YCHIHBAIOT dKCTIpeccuio VRN3 mipu
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PPD1

4 ||BeTeHune

Ceet

Puc. 2. ['eunas cetb peryiianoru BPpEMEHHN LBETCHUA IMIIIEHUIIBI B 3aBUCUMOCTH OT APOBU3ALINN, (bOTOHepI/IO,I[a,

CcTpecCa U HMPKAJAHOIO pUTMaA.

CIUTOIIHBIE CTPENKH 0003HAYaI0T aKTUBAIMIO, ITYHKTUPHBIE — HHTHOMPOBAaHHE TeHA.

VRN — VERNALIZATION; vrnl — peneccusnbiii auiens resa 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 — runoreTuuecKuii 0eokK.

JUTMHHOM JHE, Torna Kak VRNZ2 sBisieTcs penpec-
copom uBetenus (Turner et al., 2005). Perymsiuuns
LBETEHHS TPOUCXOJHT B pe3yJbTare KOHKYPEHINN
peripeccopa nBerernss VRN2 (ZCCT1) n aktuBaro-
pa CO2 3a B3aumoneiictue ¢ NF-Y koMIuiekcom
(Lietal,2011).

CurHan o Ce30HHBIX M3MEHEHHSX JIUTHHBI JTHS,
noJy4aeMblil uepes (oTopeenTopsl, epeaaeTcs
[UPKAIHBIM YacaM, KOTOPBIE TaK:Ke PETYIUPYIOT
Bpems nBeteHus (Imaizumi, 2010). V A. thaliana
¢axTop GI (GIGANTEA) akTrBHpYeT TpaHCKPHII-
nuto reHa 7OC1, Torna kak TOC1 uHTHOMpPYET
TpaHckpuniyio reaa GI. PerymsiTopsl IupKagHOTO
putma TOCI1, PRRS, PRR7, PRR9, CCA1 u LHY
00pa3yroT KOHTYp C OTpHLIATEIbHBIMH 00pat-
HBIMU CBS3SMH, ONPENSISIOMHIN OCIUILISITUIO
skcnpeccu reHoB. Gl akTHUBUpPYET TPaHCKPUII-
ruio reHa CO B cocTaBe OEIKOBOTO KOMILIEKCA
(Sawa et al., 2007). BeisiBiieH TeH NIIICHUIIHI,
KOTODBIi siBIsieTcst opTosioroM rena GI A. thaliana
(Zhao et al., 2005). CO saBnsieTcst TO3UTUBHBIM
PETYAATOPOM IIBETCHHUS MPH JUTUHHOM JHE, aKTH-
BHUpYs TpaHckpumuio reHa FT (VRN3), 3amyc-
katomero nserenue (Tiwari et al., 2010). COP1
(CONSTITUTIVE PHOTOMORPHOGENESIS 1)

SIBJISIETCSI KJIOYEBBIM PETYISITOPOM (OTOMOP-
¢dorenesa pacrenuit (Smirnova et al., 2011). B
teMHore COP1 criocoOcTByeT erpanaiuu CBETo-
PETyIUpPyEeMbIX TPAHCKPUIIIMOHHBIX (PAKTOPOB U
MTOJIABIISIET HKCIIPECCHIO TEHOB (poTOMOpdOoTeHe3a.
VY A. thaliana COP1 obecneumBaeT mpoTEOIN3
ELF3, Gl u CO B remuote (Yu ef al., 2008). ELF3
JeHCTBYeT Kak OCJKOBBIM ajamnTtep, CocoOCTBYs
B3anmozericteuto COP1 ¢ GI. Mexanu3msl peryns-
LMY [IUPKATHOTO PUTMA KOHCEPBATUBHBI Y MHOTUX
BHJ0B pactenuit (Song et al., 2010). Ilockombky
COP1 sBnsercst O4YeHh KOHCEPBATHBHBIM OEITKOM,
MOYKHO MIPEATIONOKHTE yuacTre E3-yOukButunmu-
rasbl B Perysiuy MUPKATHOTO PUTMA Y TILICHUIIBI
(puc. 2). Ha cxeme renHoli ceTu npeanonaraeMblid
HaMH THIOTETHYECKUN OeloK 0003HAaYeH CHM-
BOJIOM X. DTOT OEJIOK MOXKET UMETh aKTUBHOCTD
YOMKBUTHHIIUTA3EI. bemok X momaBiseT dKCIpec-
cuto Gl HOUYBIO, B OTCyTCTBHE CBETa, GOpPMHUPYS
LUPKAHBIA PUTM.

Ha mpopocTkax spoBoro copra IHUILIOH]-
HOUW muieHunbl 1. monococcum Oblia U3ydeHa
IrHaMuKa skcnpeccun resoB GI, COI, VRN3
(FT) u VRNI B 3aBUCUMOCTH OT (oToTIeprona u
cyrouHoro putma (Shimada et al., 2009). beuia
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MpeJUIokeHa aJlbTepHaTHBHAS MOJIENb PETYIAINN
koHTYpa VRN3--|[VRN2--||[VRN1— VRN3, B
koTtopot VRN3 siBisiercst penpeccopom VRN2
W aKTHBUPYETCS Ha JITMHHOM JIHE 4Yepe3 IMyTh
nepenadu ceeroBoro curuaia PPD1—GI—CO
(Shimada et al., 2009). Mozaens 6buTa TOCTpOCHA
MIPH U3yYCHUU MYTAHTHBIX JTMHUN MIICHUIBI MVD
(maintained vegetative phase), HeCylux MyTaIuto
rena VRNI. B pnanpHeieM ObUIO ITOKa3aHO, YTO
9TH JIMHUH HECYT OOJIBIIHE JAETICIINH, BKIFOYAFOIIHe
reasl AGLGI, CYS, PHYC u VRNI (Distelfeld,
Dubcovsky, 2010). ABTopsl 3Toi cTaThbu Ipe/-
MoJlararoT, YTO MOCKOJbKY 3Kcripeccus VRN2 u
FT perynupyetrcs CBEeTOM, CHUKEHHUE IKCIIPECCUU
VRN2 y MyTaHTOB mVp MOXET OBITh CBSI3aHO C
nenerueit rena PHYC, konupyromero poToperer-
Top ¢utoxpom C, MOAPTOMY TTOKAa HET OCHOBAHUH
MpeJyIarath aJbTePHATUBHYIO MOZEIb PETYISAIHH
1BeTeHUs renamu VRN.

Oxkcnpeccust reHoB GI, COI, VRN3 (FT) n
VRNI perynupoBanach LMUPKAIHBIM 24-4acOBBIM
putMoM. MakcumanbHas skcripeccuss VRN Ha-
omomanack yrpoM. Cytounbiit put™M VRNI He
3aBHCEJI OT JJIMHBI JIHS, Torna kKak VRN3 He sKc-
MIPECCUPOBAJICS B YCIOBUSX KOPOTKOTO AHS (10 9
oceeleHust/ 14 4 TeMHOTBI). B yCIIOBUSIX JUTHHHOTO
nHs (16 9 ocBeleH!s/8 4 TEeMHOTBI) UK KCIIPEC-
cun VRN3 HaOmromaiics mHeM. MakcuMmalibHas
skcnipeccuss MPHK CO/ wabmromanack HOYBIO U
HE 3aBHUCEINa OT JJUHBI AHS. B Tabn. 2 nanubie o
3KCIPECCHH TEHOB, MOJYYEHHBIE B OKCIIEPUMEHTE
Shimada c coast. (2009), mpencrasieHs! B OuHap-
HOM BHUJIE.

JlanHble, mpeacTaBieHHbIE B Ta0IMI. 2, coracy-
FOTCSI C TUHAMUKOHN HKCIIPECCHH TEHOB ITUPKATHOTO
pUTMa, pacCCYNTaHHON HAMH Ha OCHOBAHUH JKCIIE-
PUMEHTAJIbHBIX JAHHBIX U apXUTEKTYPhl TCHHOMN
cetu (tabn. 3). MckiroueHne cOCTaBUI JIUIIb

Taoauna 2
M3menenus dKCIpeccuy TEHOB SIPOBOU TIIICHHUITBI,
HECYIIUX JOMUHAHTHBIN annens reHa PPD],
B 3aBUCUMOCTH OT JUIMHBI THS U CYTOYHOTO pUTMA
(o maraeIM Shimada et al., 2009)

Jlmuna qHs 135:3? COl | GI |VRNI (VQZZ\; 3)
Kopotkuit | HOUB 1 0 0 0
KopoTkuit | neHb 0 1 1 0
JImuHHBIA | HOYB 1 0 0 0
JlmuHHBIIT JICHb 0 1 1 1

[Ipumeuanue. I'en umeer 3HaueHue 1, Koraa sKcrpeccu-
pyeTcs Ha BBICOKOM ypoBHE U 0, KOT1a HEaKTUBEH.

nmaTTepH nupkanHoro putma reaa CO/, Ha KOTO-
pbIii, kKak okazano (Shimada et al., 2009), Bnusina
MyTauys rena PPD 1. Ha KOpOTKOM JTHE y pacTeHUi
SIPOBOH IMIICHUIIBI C MyTaHTHBIM aJuienieM ppd [ K
akTuBHOCTH reHa CO [ HaOmonasncs Bedepom. Boz-
MOJKHO, CIBUT BO BpeMeHH CyTouHOTO pritMa CO2
otHocutenbHO CO/ cBs3aH ¢ ero perymsauueit Gl n
0enKoM X, KOTOPBIH AKCIIPECCUPYETCS] B TEMHOTE
u uaruoupyet reusl CO u GI.

B nopme PPD1 npunnmaer onocpenoBaHHOE
ydactue B akTuBauuu VRN3 B OTBET Ha JUIMHY JHSL.
Bo3MoXxHO, 3TO onpeesnsieT OTCYTCTBHUE IKCIIPeC-
cum reHa VRN3 Ha KOPOTKOM JIHE KaK Y SIPOBOW,
TaKk ¥ 03UMOH mmieHuIbpl. Jkcnpeccust VRN3 B
YCIOBUSX AJTMHHOTO JTHS U B JHEBHOE BPEMS CYTOK
onpesensercs akTuBHbIMU reHamul PPD [ u VRN,
TakuM 00pa3oM, y 03UMOH MIIEHULIBI TPAHCKPHUII-
nuoHHBIH dakTop VRN sgBiIsieTcsl KI0YEBBIM
PETYASTOPOM BPEMEHH IIBETECHUSI.

B nanHOii paboTe Mbl MHTETPUPOBAIIA B TCH-
HYIO CeTh JJaHHbIE TI0 T€HaM, KOHTPOJIMPYIOLIIM
YyBCTBUTEIBHOCTD K SIPOBU3ALMH U (POTONEPHOLY.

Taoauma 3

L[I/IpKa,Z[HLIG HU3MCHCHUS DKCIIPECCUN I'CHOB 03UMOH MHIICHULIbI, pACCUUTAHHBIC HA OCHOBAHUHU
TOITOJIOTUN TEHHOU CETH pEeryisinuu BpEMEHN UBETCHUA Y 03UMOM IMIIICHUIIBI

Jumna qus | Bpewms cytok | PPDI co2 GI X VRNI VRN3 VRN2
Koporkuit HOYb 0 0 0 1 0 0 0
Kopotkuit JICHb 0 1 1 0 1 0 0
JImuHHBIH HOYb 0 0 0 1 0 0 1
JlmuHHBIIT JIEHb 1 1 1 0 1 1 0

IIpumeganue. I'en uMmeer 3HaueHUE 1, KOTIA SKCIIPECCHPYETCS HA BHICOKOM ypoBHE U 0, KOTJ]a HEAaKTHBEH.
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[Ipenioxkena nmpocrasi JIOrnYecKast MOJIC)Ib FeHHOM
CETH, PEryJIUPYIOIIel BpeMs [[BETCHUS O3UMOM
nmieHulbl. C UCTIONh30BAHUEM CHHXPOHHOH Oy-
JICBOU MOJICTIH BOCTIPOU3BE/ICHA JIMHAMHKA TEHHOM
CETH U BBIIBJICHO €€ CTallMOHAPHOE COCTOSIHHE.
Mojieiib peryiisiui BpeMEHH 1IBETCHHSI B 3aBUCH-
MOCTH OT IUPKATHOTO PUTMA BKJTFOYAET THITOTETH-
YeCKHii OSIIOK, HE BBISIBIICHHBIH Y TIIIICHHIIBI, TPE/I-
noaoxxuTensHo romostoruunbslii COP1 A. thaliana.
PacimpenHast Mojieb TEHHON CETH MOXKET OBITh
MCITIOJIb30BaHAa IS IIPOBEPKHU COTTIACOBAHHOCTH 3KC-
[IEPUMEHTAJIbHBIX JIAHHBIX M BbIIBUKCHUS HOBBIX
TUAIOTE3 O B3aMMOJIEHCTBUN I€HOB.
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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 VRNI
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, VRN1, VRN2, VRN3, vernalization, photoperiod, day length, circadian rhythm,
flowering, gene network, synchronous Boolean model.



