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Heobxionicms y doeeompueéaniti eKcno3uuii pociur Hu3b-
KON memMnepamyporo, uo nepedye nepexody 0o penpooyk-
mueHoi cmadii po36umKy, GUHAYAEMbCS IX NOMPedor y
aposuzayii. Yymausicmv nwenuyi 0o saposuszauyii 3ase-
acums 8i0 anenvHo2o cmawy eeuie cucmemu Vrn. Maitixce
0ns 6cix eenié uiei cucmemu 8CMAHOBACHO MONCKYASAPHY
cmpykmypy i 00Cai0dxiceHo NpUHUHU BUHUKHEHHs anbmep-
HamueHux anreavhux eapianmie. Tenu Vinl, Vin2 ma Vin3
3anyueHi y enicmamu4Hy 83aemoodito ma Gopmynoms peey-
ASAMOPHY NemAI0 3 NO3UMUBHUM 360DOMHUM 38 A3KOM, KA
VY 03UMUX POCAUH AKMUBYEMbCSA YMo8amu apoeusayii. Jlo-
Kyc Vin2 € kaouoeum y npueniueHni nepexody 6 penpo-
OYKMUeHy (a3zy po3eumiy 03UMux pocaun 00 npoxo0lNceH-
Ha apoeusauii, 6 motl uac sk aokyc Vrnl eonoeHum yunom
susHauae mepminu 3ayeimanns apoi nuernuyi. Oennd npu-
CBAYCHO AHANI3ZY 00CNI0NCeHb MOACKYAAPHUX MeXAHIZMI6 ma
2eHeMUYHOI demepmiHayii KOHMPOAIo Yymaueocmi 0o apo-
eusauii y nuenuyi. /lemaivHo 002080pH0OEMbCA OpeaHizayis,
cmpykmypa i pyrkuyii eenie Vin ma npodykmis ix excnpe-
cii. Ocobausy ysazy npudineHo cmpykmypi pecyasimopHux
OLNSAHOK YUX 2eHi6 Ma MOAEKYAAPHUM MeXAHIZMAM peeyis-
yii ix excnpecii. Cghopmyabosano cyuacHy y3aeanvbHeHy
MoOdenb, aKa eidobpaxncae 63aemodito mixe eenamu Vin ma
Gakmopamu HaBKOAUWHBLORO Cepedosuwa nio uac sApoeu-
3auii.

Karouoei caoea: Vin eenu nwenuyi, eenu ZCCT, nokyc
TaFTI, uwymausicms do sposuzauii, mopozocmilkicme,
enicmamu4ta 63a€mMo0ist, pe2yasiyis 3 360POMHUM 36 I3KOM.

Betyn. TepMmiHM KOJIOCIHHS MUIEHUL € OHI€I0 3 Haii-
BaXJIUBIIIMX arpOHOMIYHO-IIIHHUX O3HaK, 1110 BU3HA-
Yyae afanTUBHICTh POCIMHHOTO OpraHi3My /10 HaBKO-
JIMIITHBOTO CEPEeIOBUIIIA KOHKPETHOTO PETioHy, 3abe3rie-
YyIOUM TIPOXO/KEHHSI TeBHOI (a3u iHAMBiTYyaTbHOTO
PO3BUTKY 3a HAWOLIbILI CIPUSTIIMBUX YMOB i BIUTMBaOYU
Ha ypoxaitHicTb [1]. Y muieHuili KOHTpoJib TUMY Ta
TEeMITy PO3BUTKY 3[iiICHIOETHCS 32 yUacTi TOJIOBHUM YM-
HOM TPbOX TEHETUYHUX CUCTeM: Vin (KOHTPOJIIOE peak-
11it0 Ha SIpOBM3AIlil0 — TUM PO3BUTKY), Ppd (perymntoe
YyTJUBICTh 10 ¢hoTomepiony) ta Eps (BU3HAUA€E BIacHY
ckopocturiicth) [2]. [ToTpeda pocivH y HOBroTpuBaiiii
Iii HA3BKOI TeMIIepaTypu UISI CBOEYACHOTO 3allBiTAHHSI
BU3HAYAETHCS iXHBOIO YYTJIMBICTIO OO sipoBu3alii. YyT-
JIMBICTh IMICHUII IO SIPOBM3allii KOHTPOJIOETHCS TO-
JIOBHMM YMHOM 4oTupma reHamu — Vrnl, Vin2, Vin3
ta Vrn4 [3—6]. CucreMa LuX TeHiB (GOpMye €IUHUIA
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PeryJsITOPHMIA MeXaHi3M, OKpeMi eJIeMEHTH SIKOTO 3a-
JIyUeHi y emicTaTMYHy B3aEMOIil0 MiX coborw. B pe-
3yJAbTaTi B3aEMOJil MiXK IeHaMu Vrn yTBOPIOETBCSI pe-
TYJIATOpHA TIETJIS 3 TMO3UTUBHUM 3BOPOTHUM 3B’SI3KOM,
e 3MiHa aKTUBHOCTI TpPaHCKpPUILil OyIb-sIKOTO IeHa
BIIMBA€ Ha aKTMBHICTb €KCIIPECii pellTu IeHiB CHUCTe-
MM, 1110 KOHTPOJIIOE MPOILIEC IPOBU3allii Ta BU3HAYAE Yac
3alBiTaHH [7].

BuBuenHs Tiei abo iHILIOI TEHETUYHOI CUCTEMU 3pyd-
Hillle MPOBOAUTHU, CIIMPaOYNCh Ha JaHi, 3a31aJieTiab OT-
puUMaHi Ha MOAEIbLHOMY OpTraHi3Mi, IKMM JJIS1 KBITKOBUX
pPOCJIVH 3a3Buyail € apabinoricuc. st reHiB Vrn2 mie-
HUIIi He BUSIBJIEHO TOMOJIOTIB y apabimoncucy, Tak caMo
SIK 1 JIJIS1 3aJTy4€HOI0 Y KOHTPOJb UYTJIMBOCTI 0 SIpO-
Bu3zauii reHa FLC apabimgoncucy He mpeacTaBiieHi roMo-
JIOTY B TeHoMi mineHuli. Ilependayaerncs, 1110 CUCTEMHU,
SIKi peryJIoloTh Mpollec sipoBM3allii, a00 MpUHaNMHI OK-
peMi eJleMeHTHU 1Ii€l CUCTeMHU Yy LIMX OBOX BHUIIB PO3-
BUHYJIMCSI He3aJieXXHO ofHa Bin iHmoi [4]. BomHouac
BCTAHOBJIEHO iCHYBaHHSI MiXBMIOBOI (pyHKIIIOHAJbHOI
aKTUBHOCTI T'€HiB, 110 3aJly4yeHi y peryssililo IIpolecy
uBiTiHHI. Hampukian, BUSIBIEHO KOHTPOJIb Yacy 3allBi-
TaHHS MpoayKramu ekcrpecii reHa SOCI pucy B TpaHc-
TeHHOMY apabimoIicucy Ta BiANOBIIHO KOHTPOJb 4acy
3alBiTaHHS MpoayKTamu ekcrnpecii reHa FLC apabigomn-
CUCYy B TpaHCreHHOMY puci [8]. HasgBHA TakoxX perysisitist
yacy 3allBiTaHHS, 1[0 OIlocepeakoBaHa reHom Vrnl Ta
JIOKycoM Vrn2 milieHuli y TpaHCTEHHOMY apabigorncucy
[9, 10]. ¥V 3B’s13Ky 3 LIMM TepeadavaeThes, 1110 OMHOMOIbHI
Ta OBOAOJbHI KJIacu POCIMH XOY i MalOTh Pi3Hi CUCTEMU
KOHTPOJIIO TIPOLIECY sSIpOoBM3allii Ta yacy 3allBiTaHHS, IIPO-
T€ BiIpi3HSIOTHCS 32 KOMIOHEHTaMU, 1110 BUKOHYIOTh
aHastoriuni @yHkuii [10].

Maiixe mis1 BCiX JIOKYCiB reHeTU4YHOI cucteMu Vin
(okpim nokycy Vin4) ineHTrdiKoBaHO reHUM-KaHIUIATH,
a BUBYEHHS IXHbOI MOJIEKYJISIPHOI CTPYKTYPU JTO3BOJIM-
JIO 3’SICyBaTU MPUYMHMU, 1110 OOYMOBIIOIOTH 3MiHU Bifl-
MoBiAHUX (Di3i0JOTIYHUX TPOLECIB B POCIMHHUX Opra-
Hi3Max, sIKi yTPUMYIOTb aJIbTepHATHUBHI ajieli IUX IF'eHiB,
Ta moOymyBaTH y3arajbHEHY MOJeJb, sIKa BimoOpaxkae
B3aEMO/IiI0 MixXK OKPEMMMM €JIEMEHTAMU 11i€l CUCTEMU B
npoueci perysiii YyTJIMBOCTI 10 sIpoBU3allii Ta TEMITY
PO3BUTKY ITILIEHMII].

3arajibHa XapakTePUCTHKA reHiB Vrnl Ta npoaykTiB ix
ekcnpecii. ['eHu Vrnl kapToBaHi B cepelivHi JOBIMX ILIe-
4yeil XpOMOCOM IT’SITOI romeosioriuHoi rpynu [3]. IneH-
TUiKoBaHO ABa reHu (mucraHuiss Mixx sikumu 0,03 ¢cM),
SIKi € iIMOBIpHMMM KaHAUIATaMu Ui JIoKycy Vinl. O6u-
JIBa TeHU KOMYIOTh TPAaHCKPUIILiNHI (haKTOpH, 110 yTpH-
MytoTb MADS-60KC, OpTOJIOTNUHOIO CiMeiCcTBa TeHiB apa-
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oinoncucy APETALAI (AP1)/FRUITFULL (FUL/AGLS)
ta AGLGI BinnosinHo [3, 11, 12]. Ilpoayktu reHiB
1IbOTO CiMeiicTBa OepyTh ydyacTh B PeryJsiiii MpoLeciB,
10 3a0e3MevyroTh TepeXill POCIMHHOTO OpraHizmy 3
BereTaTUBHOI CTafdil po3BUTKY y reHepatuBHy [13]. Io-
pyuieHHs GyHKUii reHa Vrnl y OIUTUIOIAHOI TIIEHUII
CYIPOBOJIKYETBLCS BiICYTHICTIO TEHEPATUBHOI CTallil po3-
BUTKY [14, 15]. [Ipore momanpliMMu JOCHTITKEHHSIMU
BCTAHOBJICHO, 10 Y TOJIIUIOIAHOI MILEHUIII MepeXia 10
LIBITIHHS BiIOYBA€ThCS i B pa3i MOBHOI BiACYTHOCTI T'€HiB
Vrnl [16]. i Hyab-ajeNbHi MyTaHTH MarOTh HANOIIbIIT
TPUBAJIMI TEMIT PO3BUTKY, OJHAK MPOAYKYIOTh 310POBi
KBiTH Ta depTuabHe 3epHO. [IpumyckaeTbes, 1110 y Ta-
KUX POCIMH iHAYKILST 3alBiTaHHSI OMOCEepEeaKOBaHa IIpo-
IIyKTaMM €KCIpecii iHIIMX TeHiB, sIKi TAKOX YTPUMYIOTh
MADS-60xkc, Hanpuknan FUL2 ta FUL3 [16]. Ockiabku
KOpeJIsllis MK CTPYKTYPOIO Ta €KCIIPECi€lo Iepepaxo-
BaHMX T'€HiB-KaHAWJATIB i aJbTepHATUBHUMU (DopMaMu
aneniB jiokycy Vrnl xapakrepHa nuiie mist reHa API,
MPUITYCKAETHCS, 1110 HANOUIBII BipOTiMHUM KaHIUIATOM
st nokycy Vem € ren APETALAI (AP1)/FRUITFULL
((AP1/FUL)-like) |3, 13]. Iloganblili DOCTiIXEHHS I1O-
Kazanu, mo came reH WFULI imeHTWYHWI TIeHnd-
HuM reHam Vinl [17].

B pocnunax, sIKi yTpUMYyIOTh TOMiHAHTHI i pelieCUBHi
anenti reHiB Vrnl Ta Oynu BUPOLLEHI HA MOIOBXEHOMY ITHi
1 He MimIaraju sipoBU3allii, TPAHCKPUIITU JOMiHAHTHUX
aJieNliB IeTEeKTYIOThCS Ha cTafii 1—3 JIMCTKiB, OMHAK BXe
3a JeKiJbKa TWXKHIB (Ha CTafil 1IeCTU JMCTKIB) MOXKHAa
CIiocTepiraTi MpOAYKTU €KCIIpecii SIK TOMiHAHTHUX, TaK i
peuecuBHux anenis [18]. JloMiHaHTHI aneni reHiB Vim-Al,
Vrn-B1 ma Vin-DI1 3HWXYIOTb YyTJUBICTb 0 SIPOBM3ALIil
Ta BU3HAYAIOTh sIpuii abo0 (aKyJbTaTUBHUI TUII PO3-
BUTKY [19]. TTpoTe BIJIMB MOMiHAHTHUX aJeiB rOMEO-
JIOTIYHUX TeHiB Virml Ha 4yTIMBICTH 1O SIpOBM3allii Ta
TEeMIT PO3BUTKY IIIIEHUIII HE PiBHO3HAYHUIA, 3MiHY CU-
M BIUIMBY MOXHA MpPOCHiOKyBatu y psmpy Vin-AIl >
Vin-B1 > Vrn-D1 [20, 21], 1110 36iraeTbcst 3 BiTHOCHUM
piBHEM aKTMBHOCTI TPAHCKPHUIILil BiIMOBIIHMX T€HIB Ta
JIi€I0 TIPOAYKTIB 1X €KCIpecii Ha MPUTHIYEHHS JIOKYCY
Vrn2[18]. Tob6To s1pi copTr, HOMiHAHTHI 3a reHOM Vin-Al,
OiIbII paHHi, HiXXK COPTHU, 10 YTPUMYIOTh JOMiHAHTHUIA
anenb reHa Vin-B1a6o Vin-DI1. OxpiMm Toro, reH Vin-Al
CMPUYMHSIE CUJIbHUIA eIicTaTUYHUII BIUIMB Ha JBa iH-
wmx re’u Vrnl 3 renomiB B ta D [22].

bazanbHuil piBeHb TPaHCKPMIILii iHTAKTHUX TIEHiB
Viml nyxe HU3bKUIA, IPOTE BiH Pi3KO 30UTBIIYETHCS MiCIsI
nii HU3bKO1 Temmneparypu [3, 11—13, 23]. AKTUBHICTb
excnpecii Vrnl KiTbKiCHO 3MiHIOETBCS B 3aJ1€3KHOCTI Bil
TPUBAJIOCTI HU3bKOTEMIIEPATYPHOI [Iii i CTAHOBUTH IPSIMY
KOpeJIsILLilo 10 BiIHOLIeHHIO a0 Hei [11, 12, 24, 25]. ITo-
MaJIBIINMUA JOCIIIKEHHSIMU TeHEeTUYHOI eKcripecii Vinl
3a YMOBHU SIpOBM3allii BCTAHOBJICHO, 110 aHi iHCepLIis Y
231 m.H. B AJISIHLI MPOMOTOPY AOMiHaHTHOTO anens Vrin-
Ala, aHi MyTallii, JOKali30BaHi B MepIIOMY iHTPOHi, HE €
KPUTUYHUMM B iHAYKIIii TPAaHCKPUIILii, sIka OOyMOBJIEHa
Ji€f0 HU3BKOI TeMIiepaTypu [23, 26, 27].
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[us reniB Vrnl xapakTepHa 0araToKOIAHICTD [28—
30]. KinpkicTh KOIIiii, TaK caMO SK i IXHili HYKJICOTUI-
HUIi CKJIa, MOXYTb BapiloBaTH, 1110 3HAYHO BIUIMBAE Ha
noTpedy y sipoBU3allil (TPUBAIICTh SIPOBM3ALLIT) Ta TEMIT
po3ButKy [28, 30]. Jleski 3pa3kul yTpUMYIOTb OTHOYACHO
JeKiJIbKa Pi3HUX BapiaHTIB JOMIHAHTHUX aJieJliB abo X
JIOMIHAHTHI Ta peuecuBHi aneni rena Vim-A1I [29].

B crpykrtypi 6inkiB Vrnl ineHTudikoBaHO nOMeH
"Hagponuau MADS — SRF-TF [31] Ta mociimoBHIiCTb
K-6okcy. AMiHOKucIOTHA TociainoBHicTe SRF (serum
response factor) nomeHy ponunu TF (transcription fac-
tor) yTpumye aekijbka (YyHKIIOHaJIbHO aKTUBHMX i-
JISIHOK, 30Kpema cailT, 110 3a0e3ledyye 3B SI3yBaHHS 3
JHK, caiitu dochopunoBaHHsl Ta auMmepusaiii [32].
CaiiT 3B’3yBaHHs 3a0e3rneuye creluurdiyHe croaydyeH-
Hs1 Oiska 3 1iboBoto nociigoBHicTio JIHK, ne 3aBnsiku
YIBOPEHMM B JOMEHi JuMepu3allii aM(pinaTuIHuM aabda-
cripajasiM BinOyBaeTbcsi obropranHHsi MoJekyau JHK
noBkona SRF-yrpumytouoro 6inka [33]. dinsHka 3 K-
OOKCOM 3a3BMYail MPUCYTHS B aMiHOKUCJIOTHIN TOCIi-
IOBHOCTI TpaHcKpunuiiiHux ¢axkropiB SRF-tumy. Ile-
pendavaetncs, 1o K-0okc Oepe ydyacTb B YTBOPEHHI
Ha MEBHMUX AIISTHKAX OiKa cyrnepcripalbHUX CTPYKTYP
[34]. domen SRF-TF koayerbcst HyKJI€OTUIHOKO TTOCITi-
IOBHICTIO MEPIIOro ek30Hy, K-00KC KOmyeTbcsl 4acTu-
HOIO APYrOro, TPeTiM, YeTBEPTUM, IT’SITUM Ta LIOCTUM
eK30HaMU TeHiB Vrnl. Y chboMOMY Ta BOCBMOMY €K30HaX
TeHeTUYHOI iH(opMarii, 110 KOAye OOMEHU abo iHIIi
(bYHKIIIOHAIBHI TTOCIIIMOBHOCTI OLIKiB, BUSIBUTU HE BOAJIO-
cs. [Ipote 3rinHO 3 pe3yabTaTaMy BUPiBHIOBAaHHS aMiHO-
KMCJIOTHMX MOCJIIIOBHOCTEH came TYT JJOKaji30BaHa Ie-
peBaxkHa KiUIbKIiCTh MiCEHC-MyTallili, SIKi BiIpi3HSIOTH
Mix coborto 6inku Vrnl (Vrn-Al, Vrn-B1, Vin-D1). Jlo-
BEICHO, 1110 MiCEHC-MYyTallil, JJOKaji30BaHi B 4eTBEPTO-
My Ta CbOMOMY €K30Hax reHa Vin-AIl, BIuIMBalOTh Ha
Temn po3BUTKY mieHut [30, 28]. BcraHoBieHO BIIMB
MiCeHC-MyTallil B MOCJIiIOBHOCTI YETBEPTOrO €K30Ha, 1110
konye K-0okc, Ha motpeOy y sipoBu3allii (TpUBaJiCTh
sipoBu3altii) [30].

IIneiirponnuii BIUIMB reHiB Vrnl HAa TOJNIEPAHTHICTD 10
nii Hu3bKux Temmneparyp. Jlokyc Vrnl, okpiMm iHIyKIIii
3allBiTaHHS, aCOLiOBaHUII 3 XOJIOJOBOIO YYTJIMBICTIO
37aKiB. Bimomo, 10 ToJEpaHTHICTh MINEHUWI A0 il
HU3BKUX TEMIIEPaTyp 3HUXKXYETbCS ITiCJIsI TIEPeXomy Bil
BEreTaTUBHOI CTadil po3BUTKY IO TeHepaTUBHOI. ['eHe-
TUYHI CHUCTEMHU, SIKi PeryjiolTh MpOLecu spoBM3allil
Ta akjiMaTu3allii 10 HU3bKUX TeMMepaTypHUX YMOB Yy
3€PHOBUX B3aEMOIIOB’SI3aHi, TPOTE PETYJIIOITHCS Pi3-
HUMHU YMHHMKAMM. 3aIllpOIIOHOBAHO TillOTe3y, 3TidTHO 3
SIKOIO 3€pHOBi OTpMMaJM 3IaTHICTh BUKOPUCTOBYBATU
MPUCYTHICTb MPOAYKTIB eKcrpecii reHiB Vrml sik curHan
npurHiueHHs peryisiiii COR (Cold Regulated) reniB (re-
HiB XOJIOZOBOI YYTJIMBOCTi), OUIBII TOTO, IiABUILEHHS
aKTUMBHOCTI €KCIIpecii Jokycy Vrnl acouilioBaHe 3i 3HM-
SKEHHSIM  XOJIOZIOBOI  BUTPUBAJIOCTI (MOPO30CTiKOCTI)
[11]. Maiixe i30reHHi JiHii 32 peleCUBHUMU ajeJisIMU
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Ha 11 °C Huxue, HiX gpi JiHii, 110 Maiike i30reHHi 3a
MIOMiHAHTHUMU ajieisiIMU 1MX TeHiB. Ilpu mpomy spi
JIiHii, 1110 OyJIM BUPOIIEHI Ha CKOPOUEHOMY JIHi, SIKUHA, SIK
BiIOMO, TIPUTHIUY€E TPAHCKPUIILIHY aKTUBHICTb JIOKYCY
Vrnl, MOXyTh BUTPUMYBaTH Temreparypu Ha 8,5 °C
HUX4Ye, HIX Ti, 110 OyJIM BUPOLIEHI HA MOJOBXEHOMY
nHi [35]. AHajoriuHi pe3yJibTaT CIOCTepirarThes iy
suMeHo. JIiHii SYMeHIo, 110 pelleCUBHI 3a TeHOM Vinl,
XapaKTepU3yIOTbCsS BUIIMM piBHeM ekcmpecii reHa CBF
(C-repeat binding factor), Ha BiAMiHY Bin JIiHiii — HOCIIB
noMiHaHTHoro anenst Vin-HI1. OkpiM TorO, Y JiHil, sKi
Oy/Iu BMPOIIIEHI Ha CKOPOYEHOMY JIHi, 3a3HAYEHO BUIILY
TPaHCKPUIILIHY aKTUBHICTb JIOKycy CBF, HiX y JiHiii,
10 BUPOILEH] 32 YMOBM MOAOBXeHOro aHs [36]. I'eH
CBF, 1110 aKTUBYEThCSI HU3BKUMM TeMIlepaTypamu, KO-
IIy€ TPAHCKPUILINHUN (HaKTOp, KU iHIYKYE eKCIIpe-
cito re”iB COR, i TaKUM YMHOM Bilirpa€ BaXJIMBY pOJb
Yy XOJIOAOBIiM akjiMaTu3allil Ta HU3bKOTeMIepaTypHilt
crifikocrti 3makiB [37, 38]. I1poTe 1s rimoresa He Mpu-
mnmyckae Oe3rnocepenHbol B3aeMofii Mixk reHamu Vinl
Ta CBF a6o x COR [39], ockiabKu MOJIEKYJSIpHi i
TFeHEeTUYHI MeXaHi3MM, SIKi 3aJlyuyeHi y B3a€EMO3B’SI30K
MiX akTuBHicTIO Vrnl Tta npurHideHHsM TeHiB COR,
Hapasi He 3’scoBani [3, 11, 13]. [lependauaerncs, 110
omuH 3 MaxopHux QTL xomomoBoi TojepaHTHOCTI —
nokyc FROST RESISTANCE-1, HacnipaBai € Tuieiio-
TponHUM edekToM Jokycy Vrnl [40]. Cnupaiourch Ha
i JaHi, MOXHA TIPUITYCTUTH, 1110 3€PHOBiI PO3BUHYIU
3IaTHICTh BUKOPUCTOBYBATU IPOAYKTU €KCIIpecii reHiB
Vrnl nast peryatoBaHHSI XOJIOA0BOI criiikocti. Tak, mia-
BMILIEHHSI TPaHCKPUMIiAHOI akTuBHOCTI Vinl crpusie
MPUTHIYEHHIO eKCMpecii TeHiB X0JI0/I0BOI CTIKOCTi Ha-
BECHIi, ajie He BOCEHM, KOJIM BMUCOKA XOJIOJ0Ba TOJIEPAHT-
HIiCTh € KOPUCHOIO ajarlTalli€lo, 1110 J0IOMara€e mpoTu-
NiSITU HU3bKUM TeMIIepaTypaM 3UuMOBOro mepioay [41].

BcraHoBiieHO, 1110 piBeHb 3UMOCTIMKOCTI COPTIB IIIIIe-
HUILi, TOMiHAaHTHUX 3a reHamMu Vrnl 3 pi3HUX TOMEO-
JIOTIYHUX TeHOMiB, He piBHO3HauHuii. lleil BrMB Ha
30UIBLIEHHS] 3MMOCTIMKOCTI CIOCTEPIraeTbCsl B PSIY
Vin-D1 > Vin-B1 > Vrn-Al, ToOTO cCOPTU M’SIKOI TIllIe-
HUIIi, 110 MOHOT€HHO OoMiHaHTHi 3a Vim-DI abo Vin-Bl,
BUSIBJISIIOTBCSI  OUIBIIN TOJIEPAHTHUMMU 10 il HU3bKMX
TeMIEepaTyp, HiXX COPTH, SIKi YTPUMYIOTh TOMiHAHTHUI
anenb reHa Vim-Al [42, 43]. HiiicHo, renu Vrn-DI Ta
Vin-B1 € MeHII aKTMBHMMU B TMOPIBHSIHHI 3 T€HOM
Vrn-Al i TOTOBHUM YMHOM 3a PaxXyHOK OUIbII HU3BbKOTO
piBH# ix ekcnpecii. OCKiIbKM 3MMOCTIHKICTh MIIEHMULI
TPUTHIUYETHCS aKTMBHOIO €KCIIpecieto reHiB Vinl, To
nependavyaeThCs, 110 OUIBII HU3BKUN PiBeHb €KCIIpecil
JIOMiHAHTHUX ajeniB TeHiB Vin-DI ta Vin-BI Oyne uu-
HUTU MEHILIWI BIJIMB Ha 3HUXKEHHSI BUTPUBAJIOCTI pocC-
JIMH 110 Jil HU3BKUX TeMIlepaTyp, HiX JOMiHAHTHUIA
anenb reHa Vrn-AIl. Came TOMy COPTM MILUEHUII, IO
MOHOTEHHO JOMiHaHTHi 3a Vrn-Bl abo Vin-DI, cripo-
MOXHi BUTPMMYBAaTH XOJIOJHMI 3MMOBHWIA Tepioa i 3a
TUTIOM PO3BUTKY BUSIBISIIOThCSL $IK (DaKyJbTaTUBHI —
«aBopyuyku» [20].
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Peryasuis ekcnpecii reniB Vrn-1. T'enu Vrnl xapak-
TEPU3YIOThCS HASIBHICTIO TIPUHAWMHI JABOX PETYJISTOP-
HUX JiISTHOK, JIOKaJi30BaHUX B 00JacTi MMPOMOTOpPY Ta
MepIIoro iHTpOHa BinmoBinHo [44, 45]. [1punyckaerbes,
IO peryisiiis eKcripecii Jokycy Vrnl y 3makiB 3ane-
KWTb 3A€0UIbLIOrO Bil Ail TBOX aHTAarOHiCTUYHUX Me-
XaHi3MiB: 1) akTuBallisi TPAHCKPUIILII i3 3a7y4yeHHSIM
PEryJIITOPHUX CAWTiB MTPOMOTOPY, IO XapaKTePU3YEThCS
HU3BKUM OaJIbHUM piBHEM TPaHCKPUIILIi, KA MOXKe
OyTu 30iIbLIEHUI Mi€l0 HU3BbKOI TeMIlepaTypu IIiJ yac
sIpOBU3ALLiT; 2) MPOTUIIIOUMI MexaHi3M KOHCTUTYTHUB-
HOI peripecii XxpoMaTUHY, sIKa KOHTPOJIIOETHCS PETyJIsi-
TOPHUMH IUISTHKaMU mepiuoro iHTpoHa [23]. JlomiHaHTHI
azenti reHiB Viml oOyMOBJIEHI TIOPYIIEHHSIMU B PEryJIsiLiii
iX ekcrpecii Ta MoB’siI3aHi 3 BUHUKHEHHSM YMCJIEHHUX
MyTalliii Ha JiISHII TTPOMOTOPY Ta TepIIOro iHTPOHA.
Hanpuxknan, y mimenuui Taki aneni, sk Ven-Al(a, b, b,
d, e, f, g, yrpumytoTh aeneltii Ta SNP-myTaliii Ha AiTsHLi
npomotopy TeHa Vim-Al [45, 29, 46], a moMiHaHTHI ajeJi
Vim-Al(c, f, h™), Vim-Bl(a, b, ¢) Ta Vim-D la acouiiiioBaHi
3 MyTalliIMU y MEePIIOMY iHTpOHI reHiB Vin-Al, Vin-Bl1
ta Vim-D1 BignosinHo [44, 47—49].

HochimkeHHS MOJIEKYJISIPHOI CTPYKTYpU MEPIIOTro
iHTpOHA y 3pa3KiB TIIEHUI Ta SUYMEHIO, 1110 PO3pi3-
HSIOTBCSI 3a MYTallisSIMA B JIOMIHAHTHUX anensx Vinl,
BUSIBUJIO B CTPYKTYPi LIBOTO iHTPOHA KPUTUYHY AUTTHKY
(4,2 tuc. m.H.), B skiit mepini 400 HYKJIEOTUIIB Bia-
PI3HSIIOTBCS MykKe BUCOKOIO KOHCepBaTUBHicTIO. [lepen-
0aya€eThbcsl, 1O caMe Ha Ll OUISHII MOXYTb OyTu
JIOKaJIi30BaHi peryasaropHi nmociigoBHocTi [44]. TIpote
MOAAJIBIIMMU JIOCHTIIKEHHSIMU BCTAHOBJIEHO, 110 iHCEp-
11ii, JOKaJli30BaHi BUIIE KPUTUYHOI MUISTHKMU, TaKOX
CIPUYMHSIOTh 3HIDKEHHSI YYTJIMBOCTI IO SIpOBU3aLlil
(moMiHaHTHi anemi Vin-A"1f, Vrn-Am1h) [48]. Anani3
eMiCTaTUYHOI B3a€EMOil MiX reHaMM Vrn sfAMEHIO T0-
KaszaB, 1110 BIUIMB Ha (hEHOTUI OKpPEeMMX MyTalliii Ha
ninstHL iHTpoHa-1 reHa Vim-H1 HepiBHO3HAYHUIA: OUIBIII
MPOTSKHI Aefellil acoliifoBaHi 3 OUIbLI aKTUBHOIO €KC-
npeciero reHa Vrnl Ta OUIbLI paHHIM 3alBiTAHHSIM 3a
BIIICYTHOCTI SIpOBM3allii, Hixk KOPOTKi meierii [26, 50].
BaxumBicTh mepioro iHTpoHa reHiB Vrnl B NIpurHi-
YeHHi TPaHCKPUIILIl 10 MPOXOMXKEHHS SpOoBU3aLlii Mil-
TBEPIXYETHCS HASBHICTIO HA il DUTSHII [IIOHAMEHIIIe
18 Myramiii, sgKi acoliiioBaHi 3 ITABUILEHHSIM aKTUB-
HOCTI €KCIIpecii IMX TeHiB Ta 3HIKEHHSM 4YyTJIMBOC-
Ti [0 spoBuM3alil y MimeHuLi i suMmeHio [26, 25, 44,
47-49, 51, 52].

B pesynbrari myTatiii MOXyTh, HAaNIpUKJIam, Oyt ne-
JIETOBAHi CaliTW 3B’SI3yBaHHS 3 TiMOTETUYHMMU TPaHC-
KPUILLAHUMU (paKTOpaMu, 11O IPUIHIYYIOTb TpaHC-
Kpuniito jokycy Vrnl [44], abo myTallii MOXYTb BIUIU-
HYTM Ha CailTu, sIKi HEOOXimHi JJIsl MiATpUMaHHS MpPU-
THiYeHOI'0 CTaHy XPOMAaTHHY 3a JONOMOrol Moaudi-
Kauii TiCTOHiB, (QopMyHUYM TaKMUM YMHOM MeEXaHi3M
COMaTMYHOI NaM’sITi PO SIPOBU3ALLII0 («3UMOBUIA KOJI»)
y 31aKiB [53—55], momiOHO 10 TOrO, 5K Iie BiIOyBa€ETHCS
y apabigorncucy [56].
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Enireneruuna peryasuis Vrenl. Jocnimxennsamu Oi-
Bepa Ta iH. [55] BcTaHOBIEHO, 1110 pernpecis reHa Vrnl
SYMEHIO acollililoBaHa 3 BUCOKMM BMICTOM TiCTOHa-3,
MeTWJIboBaHOTO 3a JisuHoM-27 (H3K27me3), y xpoma-
TuHI 10Kycy HvVRN 1. Ilicas sspoBU3allii CIIOCTePIira€Thb-
Csl 3HUIKEHHSI BMICTY TiCTOHa-3 Ha OUISIHII IEepIIOro
€K30Ha Ta Ha TOYaTKy IEepIIoro iHTPOHA, a TAKOX ITOBHA
eniminanis rictoniB H3K27me3 Ha misstHIIi mpomMoTopy,
MepIIoro €K30Ha Ta IMepLIOro iHTPOHA 3 XPOMATUHY
Jnokycy HvVRNI, y 3B’S13Ky 3 UM Tiepea0ada€eThes, 110
SIpOBM3ALlisI CIIPUSIE aKTUBALLl XpoMaTuHy reHa HvVRNI.
Ilpu oMy BIIMB sSIpOoBM3allii Ha BMICT MOAM(IKOBaHUX
ricroniB H3K4me3 ta H3K27me3 y XxpomaTuHi JIOKYCiB
HvVRNZ2 i HvVRN3 He BUSIBAEHUI. 3MiHU KiTbKiCHOTO
BMICTY METWJIbOBAHMX TiCTOHIB, iHAYKOBaHi SIpOBM3alli-
€10 TApOCTKiB, Y XpoMmaTuHi Jokycy HvVRNI 36epira-
IOThCSI HafaJli i B IMCTKaX BEreTylo4uol pOCIMHU, 1O ITid-
TBEPIKYE HaHi, 3rifHO 3 SIKMMU caMe€ B peryjaloBaHHI
AKTUBHOTO CTaHy XpomatuHy Jjiokycy HvVRNI, 1o ono-
cepeKoBaHe MoaMdiKallielo MOoro TiCTOHIB, i MPOSIBIsI-
€ThCSI MEXaHi3M EIIIeHeTUYHOI IMaM’sITi PO sSpOBU3A-
1110 y 3J1aKiB.

HelllogaBHO aHajoriyHi JOCHiIKEHHS Oyau MpoBe-
JIeHi Ha TeHeTMYHOMY Marepiaji M’SKOi TIIeHUIII.
Amnaniz Bmicty momudikoBanux rictoHiB H3K4me3 ta
H3K27me3 ninstnku nipomotopy reHiB Vinl ta TaFTI
(Vrn3) y 3pa3kiB rekcaruioifHol MIeHUIli, KOHTPACTHUX
3a TUIIOM pPO3BUTKY, BUSIBUB 30arauyeHHs TiCTOHAMU
H3K4me3 npu HeaminHoMy piBHi H3K27me3 B o3umoi
MILeHUL, 10 Mpoiiuia sipoBu3aiito. Bmict H3K4me3
y 3pasKiB Apoi MIIEHUII TiCasg spoBM3allii, HaBITaKH,
3HWXKYEThCS MPU HE3MiHHOMY piBHI TicToHiB H3K27me3
[53]. OTxe mepexin MO LBITIHHS O3UMOI IMILIEHMII, SIKUI
IHJIYKOBAaHO YMOBaMM sSIipOBHM3allil, acouiiioBaHU 3i
3MiHOIO BMICTy MeTWJIboBaHUX TicToHiB H3K4me3 Ta
H3K27me3 Ha ninsgHui npomoropy reHiB Vinl ta TaFT1I.
BcraHoBneHO TakoxX MOpsIMY KOPEJIlil0 MiX piBHEM
eKcrpecii 1IuX TeHiB Ta 3MiHOIO Y BMicTi MoaudikoBa-
HUX TicTOHIB [53].

Momndikosani ricronn H3K4me3 ta H3K27me3
JIOKAJIi30BaHi B AUISIHKAX T€HOMY, IO acollilioBaHi 3
AKTMBHUM Ta MPUTHIYEHUM CTAHOM XPOMATHUHY BiIMO-
BiHO [57]. Y pocauH, §K i B iHIIMX OPraHi3MiB, pery-
Jsiist BMicTy MoaudikoBaHux rictoHiB H3K4me3 Ta
H3K27me3 B pi3HUX OUISHKAX XpOMAaTUHY OIlOCEpe.l-
KOBaHa aKTUBHICTIO OiKoBuX KomiuiekciB PcG (poly-
comb group), TrxG (trithorax group), sIKi BimirparoTb
KJTIIOUOBY POJIb B IIpOliecax emireHeTMYIHOI perpecii Ta
akTuBalii BigmosimHO [58—60]. Taxk, y apabimoricucy
KJIIOYOBI JIOKYCHU CUCTE€MHU, 1110 KOHTPOJIIOE 4yac 3allBi-
tanHsg — FLC ta FLM, B npurHiyeHoMy CTaHi Xapak-
TEepU3YIOThCS BUCOKMM BMIiCTOM B XpOMAaTHHIi TiCTOHIB
H3K27me3 [61].

IlepenbauyBaHi KOMIIOHEHTU KOMIUIEKCY, 110 Pery-
JIIOE AKTUBHUM CTaH XpOMATUHY 4epe3 3MiHY BMICTY
Moau(}iKOBaHUX TiCTOHIB, BUSBJICHI TaKOX y 3JaKiB
[62, 63]. 30kpema reHU, 110 KOAYIOTH OiTKM TuIy VIL
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(VIN3 (vernalization insensitive 3)-Like), kapToBaHo y
MPULIEHTPOMEPHI minsgHii xpomocom 1, 5, 6 B A-
reHomi Triticum monococcum L. [62] Ta B D-reHomi
Aegilops tauschii Coss. [63]. YMoBU sipoBu3allii, a came
Iisl HU3bKUX TEMIIEpaTyp CIIPUSE IABUIIEHHIO PiBHSI
ekcnpecii (aktupaiii) rediB TmVIL mniueHuli K 1pu
MOIOBXEHOMY, TaK i CKOPOUYEHOMY [IHi, a MiCJsl MiABU-
IIEHHSI TeMrepaTypu piBeHb ekcrpecii reHiB TmVIL
MOBEPTAETbCA OO BUXIOHUX (OO sSIpOBM3allii) 3HAYEHD
[62]. SKimo MputHATH OO yBaru TOM (DakT, IO MPOIYKTH
ekcrpecii Vrnl 3HIDKYIOTb MOPO30OCTIMKICTh, TO MOXKJIMBA
pOJIb TABUILEHHSI TPAHCKPUIILIIITHOI aKTMBHOCTI TeHIB
VIL min yac mii HU3bKUX TeMIepaTyp MOIJjia O MoJsIraTu
B IpUTHiYeHHi ekcmpecii reHiB Vrnl, 1o copusio 0
TakKMM YMHOM TMiJIBULIIEHHIO TOJIEPAHTHOCTI OpraHizmy
o Hu3bkoTemriepatypHoi faii. ['enu VIL akTuBYHOTbCS
Ha MOYaTKy Iepioay sSipoBM3allii, 1110 Iepeay€e aKTUBaILlii
reHiB Viml. AHanoriyHuii BIUIMB il HU3BKUX TEMIIEPaTyp
Ta CKOPOYEHOTO IHS Ha aKTUBHICTb TPAHCKPUIILiI T'€HiB
VIL apaGinoricucy i TIIEHUII pa3oM 3 iIGHTUYHOIO
IOMEHHOIO CTPYKTYpPOIO OijIKiB, KOAOBAHMUX LIMMU TeHa-
MM, TO3BOJISIE MPUITYCTUTH, 110 reHu VIL y apaGimoncucy
Ta 371aKiB BUKOHYIOTb aHaoTiuHi QyHKIT [62, 63].
Perynsropsi caiitu Ha AinsiHui npomoropy rexis Vinl.
Ha ninsgxui npomotopy reHiB Vinl ineHTudikoBaHO ne-
KiJIbKa LIMC-aKTUBHUX CaMTiB, 110 OepyTh yyacThb y pe-
ryJsiuii TpaHckpuriiii [29, 53], mpote 1ocainkeHHS TTpo-
BegeHo smiie aesskux 3 HUX — CArG-, VRN- ta G-0okciB
(puc. 1). Tpoxu Buille 3a calT iHiLaLil TPAaHCKPUIIILii,
ane Hixkye ACGT-MOTUBY JIOKaTi30BaHO MOCIiIOBHICTh
(CCTCGTTTTGG) CArG-60kcy (calT 3B’s13yBaHHS 3
MADS-60kcom) [3], sikuii HasiBHUI y BCiX TIPEICTABHUKIB
cimMeiicTBa TeHiB, 110 KoayioTb MADS-60kc-yTpuMytoui
oinku. Cniouatky nependavanocs, mo CArG-6okc mae
KJTIOYOBE 3HAYEHHS B PETYJISALIT aKTUBHOCTI TPAHCKPHUII-
uii reHiB Vrnl 3a ymoBu sipoBu3aitii [3]. Tak, mineHn4Hi
SVP-like (Short Vegetative Phase) MADS-06okc Oinku
VRT2 (Vegetative to Reproductive Transition 2) 3pat-
Hi SIK in vitro, Tak i in vivo 3B’s13yBatucst 3 CArG-
6okcom rpomotopy Vinl [64, 65]. TIpoTte momaabIIMMu
JIOCJIKEHHSIMU BCTAHOBJIEHO, 10 YYTJIMBICTb IO SPOBU-
3auii 30epiraeTbes i mpu moBHiN BimcytHocTi CArG-
OOKCy, OTXK€ OCTaHHiil HE € KPUTUYHUM B PeTyJIsiil
ekcripecii reHiB Vrnl [46]. Mix iHIIMM He BUKJTIOUYEHA
noTeHIiliHa pojib OinkiB VRT2 y perymsuii ekcrpecii
Vrnl He3anexXHO Bim sipoBW3allii, HampUKIIam, IIig 4yac
JIo3piBaHHS KBiTKM [27, 65]. Bimomo, 110 mis AeIKUX
03UMMX COPTIB M’AKOI TIIEHUIi, YYyTIMBUX 10 (HOTO-
nepiony (peleCUBHUX 3a reHaMU ppd 1), TPUBAJICTh SIPO-
BU3allil MOXe OyTHM 3HAYHO CKOpouYyeHa abo XK BUKIIIO-
YeHa 30BCiM, SIKIIO MPOTSTOM JAEKiIbKOX THXHIB (42
MTHi) BUPOIILYBAaTU TaKi POCIMHU Ha CKOPOUYECHOMY JHi
i IuIIe MoTiM Ha mogoBXeHoMy [48, 66—68]. 1le saBu-
1le He XapakTepHe s apabimoricucy, MpoTe CrocTe-
piraeTbcs TakoX y 37aKiB minmpoaunu Festucoideae [69].
Taka 3amiHa X0JI00BOI sIpoBU3allii CKOpOYEHUM (HOTO-

MepiofoM acolifioBaHa 3 MPUTHIYEHHSIM JIOKYCY Vin2
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(Vin-B3a, Vin-B3c) 5300 i,  — Eksonu (1-3)

(Vrn-B3b) 890 mn.H.

Puc. 1. Crpykrypa reHiB Vrn. Vrnl: missense — mo3Hauae JoKajizallilo KOJOHIB, MyTallii B SKMX 0OYMOBIIOIOTh
BIIMiIHHOCTi Y aMiHOKMCJIOTHMX TOCiZOBHOCTSIX OiJIKiB, 110 TPaHCIOWOTLCS 3 TeHiB Vim-Al, Vin-Bl, Vin-DI; Takox
Mo3HayeHa JIoKaJlizallisi KOMOHiB, 1110 TpaHcaoThes Y ioMeH SRF-TF ta Motus K-60Kcy BiAnoBinHo; Ha AUSHI
MMPOMOTOPY 300pakeHO MOPSIO0K po3TalllyBaHHs roioBHUX peryiasatopHux caifTiB: CArG- VRN- ta G-6okciB. Vrn2:
CXeMAaTUYHO 300paxkeHO MOPSIOK PO3TallyBaHHS Ha AISHLI nMpoMoTopy reHiB ZCCT uuc-aKTUBHUX €JIEMEHTIB,
SIKi 3aJTy4eHi y peryJisiiito 4yTIMBOCTi 10 BogHoro ctpecy (MBS), nii abcumnzooi kuciiotu (ABRE), TerioBoro 1o-
Ky (HSE), xononosoro ctpecy (DRE) Ta ocBitienns (ACE); Arg — no3Hauae jokaiizalilo KOJIOHiB KOHCEpBaTUB-
Hux 3auiikiB aprininy CCT-gomeny. Vin3: (TG)n, (G)n — no3Havae AisiHKY TeHiB Vrn-A3 ta Vin-D3, nonimop-
}i3M KKMX acouilioBaHUI 3 MiHJIMBICTIO CKOPOCTUIJIOCTI TILIEHUII; HAa AUISHIII TTPOMOTOPY MO3HAUYEHO JIOKali3a-
nito iHcepuiit y 5300 ta 890 m.H., o yrpumyioTh aneni Vin-B3a, Vin-B3c ta Vrn-B3b BinnosigHo. Ludpamu
MO3HAYEHO BificTaHb (Y HYKJIEOTUIHUX TMapax) A0 CTApTOBOTO KOAOHY

YMOBaMM CKOPOUYEHOTO JHS, a TAKOX HasIBHICTIO B TIPO-
MOTOpi TeHiB Vrnl perynsiTopHOI IIISTHKU, 110 3ajyye-
Ha y KOHTpPOJIb IXHbOI eKcrpecii ckopoueHUM (GoTore-
pionom [48]. IIpurHiyeHHs1 ekcripecii Vin2, 1o omno-
cepellKoBaHe BUPOILILYBAHHSIM POCIUH Ha CKOPOUYEHOMY
JHI IpY KiMHaATHill TeMmIlepatypi, He CYIIPOBOIKYEThCS
MONAJIBIIIOI0 aKTUBalli€lo TreHiB Vrnl nmotm, OOKW 11
pOCIMHU He OyayThb NepeHeceHi B yMOBU TMOAOBXKEHOTO
IIHS1, B TOM 4ac SIK y POCIAMH, IO NMPOMLUIA SIpOBU3A-
1ito, akTUBaLis ekcripecii Vrnl BinOyBaeTbes i 6e3 1O-
JaJjiblIol Jii yMOB moaoBxkeHoro (ortomnepiony [48]. Lli
akTu MOXHA MOSICHUTH, MPUITYCTUBILIM iCHYBaHHS Ti-
MOTETUYHOTO pernpecopa TeHiB Viml, IKuil € akTUBHUM
32 YMOBU CKOPOYEHOIO IHS. Y MMILUIOIAHOI IMILEHMII 3
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neneroBaHuM CArG- ta VRN-6okcom a6o CArG-6ok-
COM i YaCTMHOIO ITOCJiZOBHOCTI B MEPIIOMY iHTPOHI
reHa Vrnl HassBHA MiIBUILEHA aKTUBHICTh TPAHCKPUIILLii
1IOTO JIOKYCY TIPY BUPOILIYBaHHi HAa CKOPOUEHOMY [THi.
VY 3B’a3Ky 3 UM nepeaodavaerbes, 1o CArG-00Kc Moxe
OyTU 3aJlyueHMII B IpoILeC peryssuii poronepionom Ta
BimirpaBaTu BaXJIMBY pPOJIb IMPU 3B’SI3yBaHHI 3 HEBU-
3HAYEHUM Ha JaHUi yac pernpecopoM, sIKUii MpOsIBIsE
aKTHUBHICTb B yMOBaxX CKOpPOYeHOro aHs [48].

B pesynbTaTi aHamizy HyKJI€OTUAHUX MOC/iIOBHOCTEM
JUISTHKY TIPOMOTOPY JOMiHAHTHMX aneliB Vim-A"la i Vin-
A" Ig Ta iHTaKTHOI TMOCTiZOBHOCTI PELIECUBHOTO aJeist
vrn-A"1 3’gacyBajnocsi, 110 OOMIBa JTOMiHAHTHUX aJieist
YTpUMYIOTh Aenelito y 20 I.H. B aHAJIOTiUHiil MiIHLIL
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rmpomotopy, ska nepeaye CArG-6okcy [46]. V wiit camiii
MISTHIIE JTOKAJ1i30BaHO TaKOX MYTallil IBOX TOMiHAHTHUX
aneniB Vim-Ala ta Vrn-Alb, sxi ineHtudikoBaHi B
reHoMi ToJiniaoinHoi mieHutli [45]. TakuM YUHOM,
0a3ylounch Ha pe3ysibTaTax MOPIBHAHHS HYKJICOTUTHUX
MOCIiIOBHOCTE! MISIHKYA MPOMOTOPY adbTePHATUBHUX
ajneniB reHa Vin-Al BUAiieHO NOCIiIOBHICTb JTOBXKUHOIO
y 16 m.H. (TTAAAAACCCCTCCCC) — VRN-060Kc, mst
SIKOTO TIPUITYCKAEThCS 3aTyIeHHS Y PEeTYIISIII0 eKCIpecil
reHiB Vrnl Ta 9yTanMBOCTI 10 sipoBH3aliii [46].

CArG- ta VRN-60kcy Ha ainsuii —2300+0 m.H. ne-
penytotb bZIP (basic leucine zipper)-3B’si3ytoui (B3ae-
MOJIIOTh 3 TPAHCKPUITLHIMHUMK (haKTOpaMu, IO YTPU-
My1oTb bZIP-momeHn) G- Ta 4OTHUpHM iHIIMX TiOPUAHMX
ookcu (A/G, A/C, G/A, G/C). BoHu BKIIIOYAIOTh Y CBOIO
CTPYKTYPY YOTUPUHYKJIEOTUAHY NocainoBHicTh ACGT-
MOTUBY, 11O € CaliToM 3B’SI3yBaHHSI 3 KOMIUIEKCOM
FDL2-FT (moxiauBO 3a yyacTi OOMAaTKOBUX OLJIKiB)
[41], moxibHo no Toro sk 6inkoBuit komrieke FT—FD
3B’A3YETbCSL 3 PErYISITOPHOIO AisIHKOI (C-00KcoM)
nmpoMoTopy Jiokycy AP1 (romosor mieHuyHoro Vinl) 'y
apabigoricucy [70]. Ilpu mpomy ACGT-motuB 3mat-
HUii 3B’ga3yBaTucs BiacHe 3 Oinkom FDL2, Tomy me-
penbavaerbes, o meHudyHuii reH 7TaFDL2 (Flower-
ing locus D-Like 2) € romonorom reHa FD apaGinon-
cucy. Takum ynHoMm, ACGT-MOTUB € HEOOXiTHUM KOM-
MOHEHTOM CUCTeMH, 1110 Oepe y4acTb B aKTHBALlil JIOKYCY
Vrn I nponykramu ekcripecii reHa Vin3 [41].

3araabHa xapakrtepuctuka resiB Vrn2. Jlokyc Vrn2
BIIEpllIe KAapTOBaHMII B T€HOMi OUIUIOIMHOI ITIIEHMIII
y OUCTaJbHIi MiSHII TOBIOro IUieya XpoOMOCOMU SA
(six TpaHciokailist 3 4A xpomocomu) [71]. Meromom
MO3UIIIHHOTO KJIOHYBaHHS iIeHTU(IKOBAHO TPU TEHU-
KaHAugaTd ISl JIOKycy Vrn2 (SK B IOHAJbLIOMY BHU-
SIBUJIOCS, 1€ OJMH TaHAEMHO IYIUTIKOBaHMI TeH), 110
KOIYIOTb TpaHcKpunuiiiHi ¢pakropu ZCCT-tuny (Zinc
finger CCT), ski yTpuMylOTb JAOMEH <«IIMHKOBOTO
naneus» tTa CCT motuB [4]. TpanckpumnuiiiHi ¢hakTo-
pu ZCCT-tuny y nmenuui nonioHi CO (CONSTANS)
ta CO-like GinkaM, sIKi peryJiolTh yac 3alBiTaHHS Y
apabigoricucy [72]. OmHak Taka IIOHIOHICTH OOMEXy-
€ThCS JIMILIE HasBHICTIO B iX cTpyKTypi momeny CCT.
PeuecuBHi aneni vrn2 oOyMOBIIGHI MyTallisSiMU B IOC-
ninoBHocti reHiB ZCCT, sika konye CCT-momeH, abo
HAasIBHICTIO HYJIb-aJIeJIbHOI (DOPMM 1IMX T€HiB, BHACHIOK
YOro 3HMXKYETHCS UYTAMUBICTH OO sipoBu3alii [4, 73—
75]. Ilpote Hapasi He BUSIBIEHO XOAHOIO IpeacTaBHUKA
MOJIMJIOIAHOT TIIEHUL, SIKMii OM yTpUMYBaB HyJb-aJiesi
abo HedyHKIIIOHaJIbHI BapiaHTM OJHOYACHO YCiX TeHiB
ZCCT|74-T77].

I'enu Vrn2 y rexcaruioigHoi MINEHUIL, TaK CaMO SIK
i y TETparuioigHOI, JIOKalIi30BaHi B JOBrOMY IUIE€Yi XpO-
MocoMHU 5 A-TeHOMa Ta Ha JIOBIMX IUIEYaX XPOMOCOM
YeTBepTOi romMeosaoriuHoi rpynmu B- ta D-renowmis [10,
75]. KoxeH reHOM MOJIIUIOIAHOI MIIEHUIII MiCTUTh 1O
Tpu Korii ZCCT'reHa, onHak onHa 3 1ux Koriit (ZCCT3)
CUJILHO pellyKoBaHa i He (hyHKIioHabHA (1 MOXHA po3-
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IISIOATUA K TICEBIOreH), a (PyHKIIOHAJIBHY aKTUBHICTb
30epiratoth auie reun ZCCTI ta ZCCT2 — «rinotesa
nBox reHiB ZCCT» [74]. Oxpim TOro, 4acTUM SIBULIEM
€ nyrutikauist reHa ZCCT-B2 (ZCCT-B2a ta ZCCT-B2b
Kormii) [74]. BiporinHo, B reHOMi IreéKCaIruIoigHOI MIIeHM -
11i TIPUCYTHI LIOHAIMeHI1Ie eB’sITh BapiaHTiB reHiB ZCCT
(ZCCT-1X, ZCCT-2X ta ZCCT-3X, ne X no3Hauae A,
B, D-reHoMm) 1o Tpu BapiaHTU B KOXHOMY TeHoMi [75].
OckinbKy Ha BiaMiHy Bin JokyciB Vinl ta Vin3 o3umuii
TUMN PO3BUTKY MIIEHUII BU3HAYAETHCS AOMiHAHTHUMM
anensiMu Vrn2, jUist miepexoiy Ha SIpUil TUIT PO3BUTKY
HoTpiOHA MPUCYTHICTh PELIECUBHUX TOMO3UTOT 3a BCiMa
reHamu ZCCT. 3BuyaiiHo, 110 TaKa BipOTiTHICTH dyxKe
HU3bKa, TOMY Spi 3pa3Ky reKCaruIoimHOl MIIEeHUIi, TUIT
PO3BUTKY SIKMX OOYMOBJICHUI JIIIIe PELIECUBHOIO TOMO-
3UTOTOIO 3a Vvrn2, He € nommpeHumu [10, 75—77].

IIponykTu ekcmpecii nokycy Vin2 maloTh simepHy
Jokaizaiito [78] i HAaKONMMUYIOThCSI B YCiX TKaHUMHAX
JINCTKIB MOJIOAUX HesipoBU30BaHUX pociuH [10], 3Bia-
K1 depe3 yioeMy MOTparuisiioTh B KJIITUHU amliKaJabHOI
MEpUCTeMHU, € i 3aJUIIAIOThCs BIPOIOBX YChOTO Bere-
TawiitHoro mnepioay [64]. B o3uMux copTax AUITIOIAHOI
MILEHUI Ta sSTYMEeHIo (IoMiHaHTHI afneni Vrn2) ekcripe-
cisg reHiB ZCCT mporpecMBHO 3HUXYETHCS TMPOTSITOM
BCHOIO MEpioAy SIpOBHU3allil, 110 HE CIIOCTEPIraeThes Y
HesipoBM30BaHUX pocauH [4, 79]. Hocainun 3 PHK iH-
Tepdepeniiiero reHa ZCCT-BI M’SKo1 TIIIEHULII BCTa-
HOBWJIY, 1110 3HUXKEHHSI KOHIEHTpAIlil MPOJYKTIB €KC-
npecii reHa ZCCT-B1 o0yMOBJIIOE CKOPOYEHHSI IePioLy
JI0 3alBiTaHHS, y 3B’I3KY 3 UMM Mepeadaya€eThCs, 110
LIe}l TeH rpa€ iCTOTHY pOJib B PEryJIsLii yacy 3alBiTAHHS
y neHui [4].

Crpykrypa reniB ZCCT ta mpoayKTiB ix ekcmpecii.
Tepumii ek3oH mueHnyHUX reHiB ZCCT Koaye n1OMeH
LIMHKOBOro manbls, a apyruit — nomeH CCT (puc. 1).
B pesynbrati aHajizy HYKJICOTMIHUX TOCTiIOBHOCTEH
OUITHKY TIpoMoTopy reHiB ZCCT BUSBICHO OEKilbKa
LIMC-aKTUBHMX €JIEMEHTIB, 3aJlyYeHUX Y PEryJslilo yyT-
JuBocTi 1o BogHoro ctpecy (MBS — CAACTG), nii
abcumzoBoi kuciaotu (ABRE — AGTACGTTTC), ten-
noBoro oKy (HSE — AAAAAAGTT), xomomoBoro crpe-
cy (DRE — GCTCCGA, ATTCCGAC), ocBiTieHHs
(ACE — TCCACGTAAA) Ta 10 mouikoaxeHb (TpaB-
matuyHa iHaykuis) [10]. BcranosneHo, 110 Taki aGio-
TUYHI CTpecopu, sIK abCLM30Ba KUCIOTa, BOOHUI CTpeC,
TEeIJIOBUI 110K, COJIOHICTb Ta TpaBMaTMYHA iHAYKIIis
3HUXKYIOTb aKTMBHICTh TpaHcKpurilii reHiB Vin2 [10].
HagBHicTh LIMC-aKTUBHBIX €JIEMEHTIB, 110 OOYMOBIIIO-
IOTh YYTJIMBICTD 0 Pi3HOTO poay a0iOTUYHHUX CTPECOPIB,
€ aJanTUBHUM MEXaHi3MOM, SIKUI [03BOJIsIE 3a0e3re-
YUTH iHAYKIUIO 3alBiTaHHS 32 TIEBHUX (HAHOLIbLI CIIpU-
SITJIMBUX a00 HaBMaKW — €KCTPEMaJIbHUX, 110 CTaBJSITh
BUI IIig 3arpo3y 3HMKHEHHS) YMOB CEpPeAOBHUINA, IO
crpusie 30epexkeHHIo Buay. [1py BUKOpuCTaHHI TpaHC-
TEHHMX JIiHI apabimorncucy moBeAeHO Oe3mocepenHiit
BILIUB IIPOAYKTIB eKcrpecii TeHiB Vin2 Ha TiaBUILIEHHS

Mopo30cTiiikocTi [10], 1110 MOXIUBO 0OYMOBIIEHO IIPU-
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THiYeHHSIM MPOAYKTaMU €KCHpecii LIMX TeHIiB JIOKYCY
Vrnl, aKTMBHICTh SIKOTO Ma€ 3BOPOTHY KOpEJslilo 3
XO0JIOZIOBOIO TOJIEPAHTHICTIO.

BcranoBieHo, 1o 3MiHa aMiHOKWCIJIOTHOI ITOCIi-
JIOBHOCTi B IIECTU KOHCEPBATUBHUX TMO3UIIISAX TOMEHa
CCT o6inkiB ZCCTI1, ZCCT2, Ppdl ta CONSTANS
(CO) no3HavaeTbcs Ha vaci 3auitanHs [4, 10, 74, 80,
81]. Kepyrouuch TuM, 1110 BUSIBJIEHI MyTallil B He(PyHK-
HioHATBHUX TIpoaykTax ekcrpecii reHiB ZCCT noka-
nmizoBaHi came B momeHi CCT [10, 74], a TakoX cCIu-
paroyrch Ha HasIBHICTh O€3MOCEPEeIHbOI B3aEMOIIl MixX
nomeHoM CCT reniB ZCCT ta 6inkamu HAP (Heme
Activator Protein) [78], MoXHa IIpUITyCTUTHU, IO IIPU-
THiY€HHSI TPAHCKPUIILIl JIOKYCY Vrn3 mpoayKTamu eKc-
npecii reHiB Vrn2, onocepenkoBaHe B3a€EMOAI€I0 OCTaH-
Hix 3 Komriekcom HAP, ananoriyHo mo Toro, sk 1ie
BimOyBaetrhcsl 3 CO Ta iHIIMMU OiKamu, SIKi MICTSTh
nomeH CCT [78]. Ilepenbavaetscs, o CCT-momeH-
YTpUMYIOUi OiIKM, sIKi 3aMilnyoTh cyboaunuiio HAP2
B Komiuiekci HAP2/3/5, Takox 3maTHi 3B’si3yBaTUCS
CCAAT-60KkcoM, B pe3yibTaTi YOrO BUHMKAIOTH allb-
TepHATUBHI IUIIXWA PeryJsslii TeHiB, 10 YTPUMYIOTh
CCAAT-60kc [82].

IMocninosHicts nomeny CCT 6inkiB ZCCT micTuth B
Tphox mo3utisx (16, 35 ta 39) KOHCepBaTUBHI 3aJTUIIIKK
aprininy. MyrTalii, 110 BMHMKAIOTh B LIUX ITO3ULISIX,
00YMOBJIIOIOTh 3HMXKEHHSI MILIHOCTi 3B’SI3yBaHHs OiJIKiB
ZCCT y 06inok-0iTKOBUX B3aEMOJISIX, 11O CIIPUUMHSIE
3HWKEHHS iX (DyHKIIIOHaIbHOI akTUBHOCTI [4, 10, 74, 78].
BcranoBneHo, 110 HaiOIIbII CHJIBHUI BIJIMB Ha 3HU-
JKEHHSI MIITHOCTi 3B’SI3Ky TIpM B3a€EMOJii MiX OiTKaMu
ZCCT 1a HAP, six i npu B3aemogmisix CCT—CCT (mix
oinkamu ZCCT i CO), ynHUTH MyTallisl 32 apriHiHOM,
SKUI JoKamizoBaHo B 16-it mosuuii nomeny CCT [78].
Myratiii B KoHcepBatuBHUX caiitax gomeHy CCT xoua
i ycyBaloTh BIUIMB MyTaHTHUX OinkiB ZCCT Ha npu-
THiYeHHST eKcmpecii JIokycy Vin3, mpote 30epira€rbcs
KOHKYpeHTHa B3aemogisa 3 iHmmMu CCT-moMeH-yTpu-
MyrouuMHM Ginkamu [78], B TOi1 yac SIK HasIBHICTb HYJIb-
ajesiB 00yMOBJIIOE BiZICYTHICTb MPOJAYKTY TpaHCIALIl 3
BinmosigHoro reHa ZCCT-1, 1110 TIOBHICTIO YCYBa€ Oymb-
SIKy KOHKYPEHTHY B3a€MOMiI0 3 iHIIMMU OilKaMu, SIKi
yrpumytoTh foMeH CCT. ¥V 3B’513Ky 3 UM MOXHa MpU-
MyCTUTH, 10 HASABHICTb HYyJb-anediB reHiB ZCCT-1
MOXe TMO3HAUYMTHUCS Ha THUX O3HaKax, o Oe3rocepes-
HbO ab0 OMOCEPeIKOBAHO PEryIIOIThCSI TeHaMM, SIKi
konytoTh CCT-1o0MeH-yTpUMYIOUi OiJIKM Ta BCTYNalOTh Y
KOHKYPEHTHY B3aeMoito 3 6iikamu ZCCT.

I1pu BUBYEHHI albTepHATUBHUX aJieIbHUX BapiaHTiB
reHiB ZCCT BcraHoBieHo, 1o obuasa renu (ZCCTI
ta ZCCT2) GepyTh yyacThb B peryJsilii YyTJIMBOCTI 10
sIpOBM3allii, MMPOTE JJIsI KOXKHOTO 3 T€HOMIiB XapaKTepHi
pi3Hi ¢yHKIiOHaNbHI BapiaHTu. 3okpema, noMeH CCT
6inkiB ZCCT-Al ta ZCCT-Bl1 y TeTpamioinHo1 MILIeHUII
Bunay 7. durum yrpumye ¢ikcoBany mytaiiro R39C [74],
10 TakKOX IIMPOKO PO3IMOBCIOMXEHA, SK 1 MyTallis
R35W, B Ginkax ZCCT-Al y rekcaroinHoi MIIeHUIT
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T. aestivum [10, 77] (He BaanoCcs 3HAUTU XOMHUX JAAHUX,
SIKi MiATBEpIKyBajayd O HAsSIBHICTh iHTAKTHOTO JOMEHY
CCT vy 6inkiB tuny ZCCT-Al ana suny T. aestivum).
binokx ZCCT-A2 y rekcarioigHoi, TeTparuIoinHol Ta I~
wioinHoi mieHuui Mictuth B nomeHi CCT ¢ikcoBany
mytauio R16C [4, 10, 74, 77]. HagBHicTb LIUX MyTaLliii
00yMOBITIOE 3HIDKEHHS (DYHKIIIOHAJILHOI aKTUBHOCTI Bill-
noBignux 6inkiB ZCCT. binok ZCCT-D2 y Buny 7.
aestivum Mae dikcoBaHy MyTtaiito B gomeHi CCT — R33Q
[77], mpoTe BILUIMB 1Lii€l MyTallil Ha (PyHKIIIOHAJIbHY aK-
TUBHICTb OiJIKa HE BCTAHOBJIEHO. TakMM YMHOM, 3arajib-
Ha KibKicTh reHiB ZCCT, sKi BIIUBAIOTh Ha MOTPedy y
SIpOBU3allii, 3HAUHO 3MEHIITYEThCS.

AnenbHi Bapiantu rena Vrn3. Jlokyc Vin3 (panilie
Bimomuit sik VrnS5, Vin-B3 aGo Vrn-B4) kapToBaHO B
KopoTKoMy Iiedi xpomocomu 7B [5, 83]. Bcranosneno,
110 TeHoM-KaHauaaToM s Jokycy Vrm3 € RAF-xi-
HasHMii iHribiTop, opronor FT (Flowering locus T) no-
Kycy apabinoricucy — reH TaFT1 [5]. Jlokyc FT e TunoBum
MpeCTaBHUKOM (hJIOPOTEHIB, TMPOAYKTH E€KCIpeECii sKO-
ro, MepeMilllyIOUMCh Bil JIMCTS OO aIleKCy, iHAYKYIOTb
3anBiTaHHs [41, 84, 85]. INieHUYHMIT Ta TYMIHHUI JIO-
Kycu F7T'Ha BiIMiHY BiJl BABYEHUX 10 TEMEPILLIHBOTO Yacy
JiokyciB FT iHIIMX BUIB POCAWH MICTSATh HE YOTHPH,
a TpU €K30HHU, 110 OOYMOBJIEHO 3JIMUTTSIM TPEThOIO i
YeTBEPTOro eK30HiB [86].

Hapasi ineHTudikoBaHo 1Ba TOMiHAHTHUX aJieisl Te-
Ha Vin-B3 (5, 87]. JominanTHuit anenb Vrn-B3a yrpu-
Mye iHcepuiro (moBxuHoo y 5300 m.H.) MOOLIBHOIO
TEHETUYHOTO €JIEeMEHTa PEeTPOTPAHCIIO30HY B AIISTHKY
MPOMOTOPY, [Ie¢ TaKOX IPUCYTHi IIicTh MmyTauiii SNP
i me tpu SNP B iHTpoHi-1 [5]. B pesynbrari mux
MyTalliii akTuBauisl ekcnpecii Vin-B3a BinOyBaeTbcs
He3aJIexkKHO BiJl i HU3bKUX TEMIIepaTyp, 1110 00YMOBIIIOE
Oinblll paHHE 3auBiTaHHsS pocauH. OKpiM TOro, BCTa-
HOBJICHO TIPSIMY KOpEJIsILiio MixX piBHeM ekcripecii Vin3
Ta yacoMm 3auBitaHHs [5]. Ilepembauyaerncs, 110 HasiB-
HICTh Ha IOUISHLI IpoMoTopy reHa TaFT mytauiit, siKi
0OYMOBJTIOIOTh &JIeJIbHI BIIMIHHOCTI 32 T€HOTUIIOM Vrn3,
CTIIPUYMHSIE TIOPYIIEHHS B3aeMoii MiX JiokycoM TaFT
Ta MpomyKTaMu eKcripecii Jokycy VinZ2. lle mpusBomuth
JI0 BTpaTh KOHTpoJto reHamu ZCCT Han perysiieto
ekcrpecii jokycy TaFT [5]. PeuecuBHuii anens Vin-B3b
yTpuMye iHcepiito y 890 1m.H. B AUISTHKY MPOMOTOPY, sIKa
Ha 429 1n.H. nepeaye caity iHiliauii TpaHckpuniii [87].
Lleit anenp acouiiioBaHO 31 3HAUHUM 3HUKEHHSIM PiBHS
eKcripecii B MOPiBHSIHHI 3 iHTAaKTHUM reHoM Vrn-B3 Ta
OiMBII Ti3HIM 3amBiTaHHSIM. Anenb Vrn-B3c BimpisHs-
€Tbcs Bia anenst Vim-B3a HasgBHICTIO NOAATKOBUX Aejeliit
y 20 m.H., L0 Tepeaye iHCceplii peTPOTPAHCIIO30HY B [li-
JITHKY TIPOMOTOpPY Ta y 4 I.H. B MOCJiIOBHOCTI Camoro
MobOutbHOrO eneMmeHTta [87]. PiBeHb ekcmpecii amens
Vin-B3c pemio HuK4uWii 3a excripeciio anens Vin-B3a,
y 3B’SI3KYy 3 UMM IPUITYCKAEThCS, 110 JOJATKOBI JIeelii
(y 20 Ta 4 n.H.) HEe BIUIMBAIOTH (200 UMHSATH HE3HAYHMIA
BIUIMB) Ha aKTUBHICTb MTPOMOTOPY JOMIHAHTHOTO aJieJist
Vrn-B3c B mopiBHsIHHI 3 anenem Vin-B3a [87].
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T'omonoru nokycy TaFT nocnimkeHi TaKOX B T€HO-
Max A i D M’sxoi muenuti — reuu Vim-A3 1a Vin-D3 Bin-
MOBiIHO. BcTaHOBIEHO, 110 BIUIUB TOMiHAHTHOTO aje-
st Vin-D3 Ha TeMnn pO3BUTKY TILEHUII Bill BUXOAY Y
TpyOKy IO 3alBiTaHHS Yy ABa pa3W MEHIIE, HixK BHECOK
reHa Ppd-DI, npote Ha BiaMmiHy Big Hboro Vrn-D3 He
BIUIMBAE Ha TPOLIECH PO3BUTKY 10 BUXOIAY Y TPYOKY
[88]. TTokazaHo, 1110 TosiMmopdi3M (BIIMiHHOCTI y KiJlb-
KOCTi TIOBTOPEHb JBOHYKJICOTUIHOTO MiKPOCATEITY Y
Vin-A3 ta noni-G MotuBy y Vin-D3) B KomywouMx i He-
Koayrouux aiigHkax A ta D komiii rena TaFT (puc. 1)
acolliiOBAaHUI 3 MiHJIMBICTIO O3HAK CKOPOCTHUIJIOCTI M’SI-
Koi meHuIi [86]. 3arasom BUSBICHO TPU MOMTIMOPGhi3-
Mu y reHax Vim-A3 ta Vin-D3 (netextoBaHo y 239
copTax), SKi acoliiloBaHi 3i 3MiHOIO TEMIy PO3BUTKY
mennii [86]. ITpote mpuuMHU, 110 0OYMOBIIOIOTH iC-
HyBaHHS aJbTePHATUBHMUX aJieIbHUX BapiaHTiB TeHIB
Vin-A3 ta Vin-D3, He BCTaHOBJIEHI, OCKUJIBKM He OyIu
TOCHIMIKEHI OUISTHKU MTPOMOTOPY BiIMOBIIHUX T€HIB, Ta
# caMi aBTOpM MiAKPECTIOOTh, 110 OTPUMaHi pe3yJbTa-
T HIYOTO HE OOBOASTH, a BUSBICHUN mOIiMOpdizMm
Xoua i acoliifoBaHO 3i 3MiHOIO TEMITY PO3BUTKY, OMHAK
BiH He BKa3y€ Ha MPUYMHU L€l 3MiHu [86].

Jlokyc Vrn4. Cepen 4otupbox reHiB Vin HaiiMeHIn
BMBUEHMM Ha JTaHWI Yac 3aJUIIAEThCd TeH Vrn4 (Bimo-
muii ik Vrn-D4, Vin-D5). JominantHuii anenb Vin-D4
3yCTPiYa€ThCs TOJOBHUM YMHOM B COPTax M’SIKOi TIe-
HULi 3 A3sii, [Hgii Ta mpukopmoHHUX perioHiB [89, 90].
IuTponykuiss momiHaHTHOTO anenst Vrn-D4 y 3aximHi
COpPTHU TIIEHUII BigOymacs HanmpuKiHIi 60-X poKiB Mu-
HYJIOTO CTOJIITTSl 3 aBcTpajiiicbkkoro copty Gabo [92],
SKUIA B CBOIO YEPTY OTPUMAaB LIEH ajiesib BiJl iHAIMICbKOTO
copty Muzaffarnagar [91].

Jloxyc Vrn4 xapToBaHO B MPULIEHTPOMEPHIM IiISTH-
11i KopoTKoro tuieda xpomocomu 5D [93, 94], icHytoui
BiZMiHHOCTI 3a TeHOM Vin4 netexrtoBaHi nuiie B D-re-
HOMi. 3rojioM Tpu BUKOPUCTAHHI METOIIB MOJIEKYJISIPHO-
TEHeTUYHOIO aHaJli3y BAAJIOCS BCTAHOBUTU IPUOJIM3HE
posraiiyBaHHs Vrn4 B intepBaii 1,8 cM, sikuii ¢piaHKOBa-
HO MiKpocaTeJliTHUMU JIOKycaMu: Xcfd78 Ha KOPOTKOMY
wievi Ta Xbarc205 Ha HOBromy, a caM IeH TICHO 34Yell-
JICHUIA 3 MiIKpocaTeliTHUM JIOKycoM Xcfd67 [6]. Tlo-
JaJIblIi TOCTIKeHHsI Ta KapTyBaHHSI BUCOKOI ILiIbHOC-
Ti J03BOJIMIIA OUTBII TOYHO JIOKaJli3yBaTtu reH Vim4 B KO-
poTkoMmy Iriedi xpomocomu SD Ha minstai y 0,09 ¢cM [95].

l'enu-xkaHgupatv [JI9 OAHOTO JIOKYCY Hapasi He
inenTudikoBani. [IpuLeHTpOMepHa IiISTHKA XPOMOCOM
I’SITOi  TOMEOJIOTIYHOI TpYyNu YTPUMYE TaKOX TeHU
TaVILI [62], sKi KOmYIOTb OPTOJIOTiYHI apabigorcucy
romeogomeH-yTpumytoui PHD-6inku — VILI1. Lli 6in-
K1 pazoMm 3 VIN3 BUKOHYIOTb BaXXKJIMBY POJib Y pea-
Jlizanii enmireHeTMYHOI Mmam’siTi po sipoBU3allilo (€ Bax-
JIMBUMU CKJIAIOBUMM KOMILIEKCY, SIKUii Oepe ydacTb y
Monudikaliii XxpoMaTUHY IIiJ 4ac SpOBU3allii) Ta B Me-
XaHi3Mi, 3aJlydeHOMY Y (POTOIEPIOAUYHY PETYJISILIiIO LIBi-
TiHHSI apabimgoricucy [96]. ¥ 3B’SI3Ky 3 UM TIPUITyCKa-
Jocs, mo mueHnyHuii reH TaVIL-DI1 € ToTeHUiitHUM
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reHoM-KaHaumatoMm st Vin-D4 [62], ripote B Momaiib-
IIUX JOCTIIKEHHSIX IIpU IOOYIOBI T€HETUYHOI KapTu
BUCOKOT WIiJIBHOCTI JIETEKTOBAHO JBi PEeKOMOiHAHTHi
nonii mix reHamu TaVIL-DI ta Vin-D4 [95]. Okpim
TOrO, He BUSBICHO IOJIMOp(}i3My B KOOYIOUMX Ta pe-
TYJISITOPHUX MocligoBHocTaX reHa TaVIL-DI y 3pas-
Kax, KOHTPACTHUX 3a aJleJIbHUM CTaHOM reHa Vrn-DA4.
Hapemti, nominanTHi aneni reHiB VIL Ha BinMmiHy Bif
reHa Vrn4 He aKTUBYIOTb, a IPUTHIYYIOTh €KCIIPECilo
nokycy Venl [62]. 3arajom Imif 4yac TOLIYKY MOTEH-
HiMHUX TeHiB-KaHAMIATIB JOKycy Vrn-D4 Oyno mpoaHa-
JIi30BAHO KOJIiHEapHY AUISTHKY MOJEIbHOTO OpraHi3My
Brachypodium distachyon noBxuHowo moHan 1M m.H.,
sgKa BKodaja 127 TMOTEHUIMHUX TeHiB, OUIBIIICTH 3
SIKUX aHOTOBAHO $IK CTPYKTYpHi abo MerabosiuHi [95].
BusiBiieHO TakoxX nmecATh TeHiB, IO KOIYIOTh TpaHC-
KpUIILiHI (dakTopu, 3aaydeHi y peryjsiilo pO3BUTKY.
OmuH 3 Takux reHiB (rmosHaueHo TaAGL31) xonye Ok,
o yrpumytorb MADS-60kc, aHanoriyHo reHam Vinl,
MpOTe Pe3yJIbTaTh aHaJli3y CTPYKTYPU Ta €KCIIpecii 110~
ro reHa y 3paskiB, KOHTpacTHUX 3a Vin4, He 103BOJISIIOTH
BMEBHEHO CTBEPIKYBATH, 11O 1Ieil TeH € MOTEeHLIMHUM
KaHgugatoM Ha Vrn-D4[95].

Enicratmyna B3aemoniss MiK reHamMum Vrn. AHaii3
eKcripecii reHiB Vin2 BUSIBUB, 1110 3HMKEHHSI aKTUB-
HOCTI 1X TpaHCKpMIILil acouiiioBaHe 3i 30UIbLIEHHSM
BMICTY MpPOAYKTiB ekcnpecii nokycy Vrnl [4, 48, 18].
JocmimkeHHs TeHa Vrn3 BCTaHOBUIIO, 11O XapakTep io-
ro excmpecii MomiOHUI 1O XapaKTepy €KCIIpecii IeHiB
Vrnl i B TOI Xe yac MPOTUIICKHUI XapaKTepy eKcIpecii
Vin2 [5]. Wi mani minTBepIKyBajJd paHillle BUCYHYTE
MPUNYILIEHHS Mpo Te, 1o reHu Vinl, Vrn2 ma Vin3 e
eJIeMEHTaMU OIHI€l PeryJISITOPHOI CUCTEMU Ta 3aJlydyeHi
B €MiCTaTUYHY B3a€EMO/Ii10 MixX coboto [73] (puc. 2).

3HMXEHHSI aKTUBHOCTI TpaHCKpUILii Jokycy Vin2,
11O CIIOCTEPIra€ThbCs MIC/sI aKTMBAIlii €KCIIpecii JToMi-
HAHTHUX ajeliB Viml Ta mepemaye TpaHCKPUIILIl peLieCUB-
HUX aJiesliB vinl, He BU3HAYAETHCSI Y KOHTPOJBHUX i30-
TEeHHUX JIiHi}, SKi pEeLeCUBHI 32 BCIMa TOMEOJIOTIYHUMU
reHamMu vrnl. Y 3B’SI3Ky 3 UM Ilepen0dadacThbCs, IO
OpOOyKTU eKcrpecii reHiB Vrnl 0Ge3mocepenHbo abo
OINOCEPEAKOBAHO OepyTh y4acTb y MPUIHIYEHHI TpaHC-
kpunuii reHiB Vin2 [16, 18, 41]. JdomiHaHTHI anemi
Vrn2 omocepenkoBaHO IPUTHIYYIOTH €KCIIPECiio perie-
cuBHUX anemiB vrnl [4, 54, 65], gaki Ge3mocepemaHbO
3aJlydeHi B mpollec iHiuiauii uBiTiHHA. Tak, 3HUXKEHHS
aKTUBHOCTI TpaHCKpUIILii Vrn2 y TpaHCTEHHUX POCIMH
03UMOI TIIEHUI, siKe oOymomieHo 1mTyyHoo PHK-
iHTepdepeHIIi€I0, CYIPOBOIXYEThCS aKTUBALIEIO TeHIB
Vrnl Ta CKOPOUEHHSIM Mepiony spoBU3allii ax A0 MOB-
Hoi ioro Jiksinauii [4]. TakumM YMHOM, MOETHAHHST X04a
0 omHOro JOMiHAaHTHOTO ajensi Vin2 3 pelecuBHOIO
TOMO3UTOTOI 3a BCiMa reHamu vrnl BU3HA4Ya€ O3UMMI
TEHOTHUII, 110 Ma€ MoTpedy y sipoBu3aii [3, 4, 73].

B xoni sipoBu3zalii TpaHCKPUIILLSl JOMiHAHTHUX aJie-
JIiB Vrn2 HeraTuBHO DETYJIOETbCS Ji€I0 HU3BKOI TeM-

neparypu Ta ckopoyeHuM ¢oTomnepiogom [48, 4], 110
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SpoBuzaris

[MonoBxxeHnit 1eHb
Hwnsbka
TeMIeparypa

CkopoueHuit
JIeHb

LBiTiHHA

.

Puc. 2. Y3zarasibHeHa MoOIeb peryJssilii Mpolecy sSipoBU3allil MIIEHUI Ta eMiCTaTUYHOI B3aEMOJIl MiX reHaMu
Vin. Jliga HM3BKUX TeMIlepaTyp Ta CKOpOYeHOro (oTomepiomy, 1O HasgBHI 3a yYMOB SpOBU3allii, IPUTHIYYIOTh
AKTMBHICTh TPAHCKPUIILIi TeHIB V712, MPOOYyKTU eKCIIPecii SKMX BCTYIIAIOTh B KOHKYPEHTHY B3a€EMOIII0 (TT03HAYe-
HO MyHKTUPHUMU CTPiIJIKAMM) 3 iHIIMMU Oinkamu, siki yrpumytots CCT-nomeH, 3okpema PRR Ta CO (rogoBxenuit
nenb aktuBye CO Tta nomiHanTHi aneni PRR), 3a 38’s13yBanHs 3 HAP-komriiekcom, ae 3aMilllytoTb CyOOIMHUIIIO
HAP2. Kommiekc HAP3-HAP5-ZCCT, 3B’513y10unCh 3 PEryIsITOPHOIO IIISTHKOIO TTPOMOTOpY TeHa Vrn3, mpurHi-
yye 1oro ekcrpecito, B Toil yac sk Komruiekc HAP 6inkiB 3 PRR a6o CO, HaBnaku, akTuByiOThb. [IpoaykTu
ekcnpecii reHa Vrn3(FT) yrBopiotoTh Komruiekc 3 Oinkom FLD2 Ta cTumMyiniooTh akTUBHICTD JIoKycy Vinl, sikuii
Oe3nocepeqHbO a00 OMOCEPEKOBAHO MPUTHIUYE ekcrpecito Vrn2. TakuM YMHOM BUHUKAE PETYJISTOPHA TETIS 3

IIOBUTUBHUM 3BOPOTHUM 3B’SI3KOM

MOSICHIOE MPUTHIYeHHST eKcIpecii Vrn2 mim 4dac sipo-
BU3allil He3aJIeXXHO Bil HasBHOCTI MPOAYKTIB €KCIIpecii
Vrnly MyTaHTHUX JIiHil 3 eJIeTOBAHUMM reHamu Vinl B
KOXHOMY 3 TOMEOJIOTiYHMX TeHOMiIB [16]. [TpurHiueHHs
Jiokycy Vrn2 ckopoueHuM (oTOIepiooM BiToMO SIK
«sIpoBU3alLliI CKOPOUeHUM (pOTOIEPiogoM» ab0 «iHIYK-
LIisT CKOpOYeHUM JHeM» [68]. BctaHOBIEHO, 110 aKTUB-
HICTh TpaHCKpUIILii Vrn2 3a yMoBU CKOpOYeHOTO (POTO-
nepiofy 3HAYHO 30ibIIIEHa Y HOCIIB JOMiHAHTHOTO aje-
asg Ppd-Dla [97], sskuil BU3HAYA€ HEUTpaNbHUIT 10
doronepiogy reHorun [98]. Came ToMy e(eKTHBHICTb
«IpoBM3allil CKOPOUeHUM (hOTOMEPioaOM» BUSBISIETHCS
yacTillle y pOCJIvH, sIKi peliecCuBHi 3a reHamu ppd1 [97].
IIpunyckaeTbes, 110 aKTUBALlisI eKcIpecii Jokycy Vin2
B YMOBaxX CKOPOYEHOTO MHSI OrocepenkoBaHa aKTHBa-
Li€I0 MEXaHi3MiB KOHTPOJIIO YyTJIMBOCTI 10 (hoTOoIepio-
ny. lle Moxe Oyt 0OYMOBJIEHO MOPYIIEHHSIM (YHKIIil
LIMPKAIHOTO TOAMHHMKA a00 BIIMBOM IIPOAYKTIB €KC-
npecii foMiHaHTHUX aneniB Ppdl [97]. Ockinbku mpo-
IYKTU €KCIpecii JIoKycy Vrn2 HeraTMuBHO pPErysioloTh
renu Vrnl (orocepeakoBaHo Vrn3), To MiABUILIEHHS aK-
TUBHOCTI TpaHCKpUIILil Vrn2 3a HasIBHOCTI JOMiHAHT-
Hux anejiB Ppdl B 3uMoBMii Tiepioa 0OYMOBIIIOE Oijlb-
LIy BUTPUBATICTh POCIVHU IO [ii HU3bKUX TEMIIepaTyp

ISSN 0564—3783. Llumonoeusi u eenemuxa. 2015. T. 49. No 1

[99], amxe akTUBHICTh ekcnpecii reHiB Vrnl oGepHeHO
KOPEJIIOE 3 XOJI0I0BOIO TOJIEpaHTHICTIO [35].

VY gpux JiHiii, sIKi peliecuBHi 3a vrn2, ajneibHi Bil-
MiHHOCTI 3a jjokycamu Vrnl ta Vrn3 He BIUIMBalOTH Ha
Tun po3Butky [73, 100]. OckilbKu IOMiHAHTHI ajiei
reHiB Vrnl ta Vin3 3HMXKyHOTh ab0 B3arajai ycyBalOTb
BIUIMB aJIbTEPHATUBHUX ayiefliB Vrn2 Ha yac 3alBiTaHHS,
repenbavyaeThes, 0 HasIBHICTD MyTallill y peTYISITOPHUX
IOiIsTHKaxX TeHiB Vrnl Ta Vrn3 € DOCTaTHBOIO YMOBOIO
N1 BUKJIIOYEHHSI BIUIMBY IPOAYKTIB €KCIpecii JOKyCy
Vrn2 B omocepenkoBaHiii penpecii 3aupitaHHs [4, 5].
VY 3B’3Ky 3 IIUM TIPUITYCKAETHCS, 110 BiIMIHHOCTI Yy
BIUIMBI MyTallili B pi3HUX PEryJISITOPHUX OUISHKAX TeHiB
Vrnli Vrn3 Ha 4yTIMBICTb OO SIpOBM3ALlil acolliiioBaHi 3
HasIBHICTIO (DYHKIIIOHATbHUX MPOAYKTIB €KCIpeCii Jio-
Kycy Vrn2 [45, 44, 5]. JlocmimkeHHSI 3CyBY €JIEKTPO-
dopetununoi pyxauBocTi JJHK-06i1koBuX KOMIIEKCiB
(EMSA-aHani3), a TakoX €KCIePUMEHTH 3 iMyHOOCaI-
xkeHHs xpomatuHy (CHIP) BcTtaHoBuIM, 110 MixX Oil-
Kamu Vrn2 Ta peryasaTOpHUMU IOUISHKAMU TeHiB Vrnl
BiICYTHST Oe3rmocepemHs B3aemomis [65]. Myraiii Ha
IiASTHUI mpoMoTopy (30kpema aeneliist 20 I.H. BUILE
caiity CArG), sIKi yTpuMyrOTb AOMiHaHTHI aneii Vrnl,
JIVIIIE YaCTKOBO 3MEHIIYIOTh, ajieé He YCYBaloTh BIUJIUB
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MPOIYKTiB eKCIIpecii Jokycy Vrn2 Ha 4ac 3alBiTaHHS
[73]. ¥V 3B’3Ky 3 UMM mepeabdayvyaeThbes, 1O MyTallii B
MeplIoOMY iHTPOHI TOMiHAHTHUX ajieiB Vrn I cTaHOBISITH
OUTbII CUJIBHUI BIUIMB HA YCYHEHHS [ii TPOIYKTIB
ekcnpecii Vrn2 Ha yac 3auBiTaHHS, HiXX MyTallii, sIKi
JIOKaJTi30BaHi Ha IUISTHIL TIpoMoTOpY TeHiB Vrnl [65].

IMonepenHi nocmimkeHHsT He BUSIBWIM Oe3rocepe-
HbOI B3aeMO/Iii Mixk OiikoMm Vrn3 Ta TpoMOTOPOM TeHIB
Vrnl. TIpoTe BCTaHOBJIEHO, 1O MPOAYKTU €KCHPECii JIOKY-
cy Vrn3 B3aeMomitoth 3 bZIP-1oMeHOM, 1110 MiCTUTBCS Y
6inkax FDL2 ta FDL6 [41]. OnHak nuire 6imoxk FDL2
3MaTHUI 3B’SI3yBaTHUCS 3 PEryJSITOPHUMM TTOCITiTIOBHOC-
TaMu (bZIP-3B’43y1ounMu caiiTaMu), 110 JIOKaJIi30BaHi
Ha AUISHLI TpoMoTopy reHiB Vrnl [41]. AKTUBHICTb
TpaHcKpumnuiitHoro ¢akropa FDL2 He 3amexutb Bin
ajesibHOrO craHy reHa Vrn3. IlpomykTu ekcripecii jio-
Kkycy FDLZ2 B 3HauHill KiJIbKOCTi IIPUCYTHI B ameKkci Ta
JIUCTKAX SIK Ha BereTaTMBHIl, TaK i Ha PenpOAYKTHUBHil
cranii po3BUTKy. Takum urHoM, 6inku FDL2 npucytHi
B IMOTPiOHINM TKAHWHI i Ha TOTPiIOHIN cTamii pO3BUTKY,
TOMY He € JIIMITYIOUMMM B iHAYKIIii eKcrpecii reHiB Vin 1.
OTXe, BpaxOBYIOUM iCHYIOUY OiJIOK-0iIKOBY B3aEMOJIIO
Mixk FDL2 Ta Vrn3, a TakoxX B3a€MOJil0 KOMILJIEKCY
FDL2-Vrn3 3 npomotopom Vrnl, noseneHo, 110 3MiHa
aKTMBHOCTI TPaHCKpPUIILi reHa Vrn3 cynmpoBOMXYETHCS
napajieJbHOI 3MiHOIO B aKTMBHOCTI TpaHCKpumii Vin 1
[41]. Oxpim nokycy TaFT (Vin3), B TeHOMi MIUEHMULI
TIPUCYTHIl TaKOX aHaJOTiYHUI oMy (78%-Ha ToMoJI0-
rit) mapajgor — Jnokyc TaFT2 [5]. Ilpore mpomykTu
ekcnpecii Jokycy TaFT2 nHa BimMiHy Bin OinkiB TaFTl1
B3aemofitoTh 3 Oinkom FDLI13, sikuit Ha BiamiHy Bin
FDL2 ta FDL6 Hanexuth n0 iHIIOI (hiIOreHETUYHOI
knagu FD-mnoniOHux OinKiB i He CIPOMOXKHUI B3aEMO-
nisgTi 3 bZIP-3B’s13ylounMu caiiTaMu, sKi JJOKaJli30BaHi
Ha AinsgHui npomotopy Vinl [41].

st reHa Vrn3 HaroJOLIYETHCS POIb IHTETpaTopa
MOJIEKYJISIPHO-TEHETUYHUX MEXaHi3MiB, 110 KOHTPOJIIO-
I0Th YYTJIMBICTD JI0 sipoBuU3allii Ta doronepiony [5, 54].
BcraHoBjIeHO, 10 MPOAYKTH eKcripecii Jiokycy Vin2 Ge-
PYTh y4YacTh y PeryJisiiii ekcripecii rena Vrn3. Ha cramii
I’SITU JIUCTKiB piBeHb TpaHCKpumuii reHa Vin-B3 B 170
pasiB Bullle y 3pa3KiB, SIKi YTPUMYIOTb peLIeCUBHi (He
(yHKUiOHANBHI) aneni vrn2, HiX y 3pasKiB, SIKi 1OMi-
HaHTHI 3a Vrn2, 1m0 NiATBepIKye HETaTUBHUI peEryJisi-
TOPHUI BIUIMB IIPOAYKTIB eKCIIpecil jokycy Vin2 Bim-
HocHO reHa Vrn3 [5]. BiporigHo, 110 Taka reHeTUYHAa
B3aeMOJIiss MoXJMBa 3aBasgku HasiBHOCTI CCT-moMeHa
B cTpyKTypi OinkiB Vrn2 (ZCCT). [Tokazano, no CCT-
IOMeH-yTpuMylodi minsgHku OinkiB Vrn2 ta CO KoH-
KYPEHTHO B3a€EMOJIIOTh MiX CO00I0 INpU 3B’sI3yBaHHI 3
oinkamu cimeiictea HAP (NF-Y), npu upomy MyTartii B
CCT-noMeHi pelieCMBHUX aiefliB vin2 3HUXKYIOTh CUITY
B3aemognii 3 Oinkamu HAP Ta mpurHiuymoTh 30aTHICTb
Vrn2 koHkypyBatu 3 6inkamu CO, MpoTe He yCyBalOTh
ii [78]. Oxpim B3aemomii 3 6inkamu HAP, 6inku, mo
mictare CCT-momen, 3okpema ZCCT ta CO, Takox
3maTHi 1o camomumepusaunii (Hampuxiag CO—CO) Ta
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B3aeMogii Mixk coboro [78]. IlokazaHo, 110 HasSIBHICTb
came CCT-goMeHa € HEOOXiIHOI yMOBOIO JUISL Takoi
B3aemogii. Brim 6inok Ppd-D1 (PRR-2D) He B3aeMonie
ani 3 ZCCT, ani 3 CO, 110 niaTBepXKye crietin@iuHicTb
B3aemoniii CCT—CCT. 3patnicte 6inkiB ZCCT no
KoHKypeH1ii 3 6iikamu CO nipu 38°s13yBaHHi 3 HAP st
MOMAJIBIIOI B3aEMO/il 3 MPOMOTOPOM JIOKycy F7' mosic-
HIOE MIPUTHIYEHHS iHIYKIIi1 3a1BiTAHHSI Y HESIPOBU30Ba-
HUX O3UMMX POCJIMH 3a YMOBHU MOMOBXEHOTO AHS [78],
axuil akrusye Ouiku CO [101], 110 MO3UTUBHO PETYJIIOIOTH
nokyc FT [72]. Iepenbauaerbes, mo 3aaTHicth CCT-
IOMeHa B3aemomisatu 3 Komiuiekcom HAP 3abesneuye
THYYKIiCTb CUCTEMU aJamTallii, ika 00yMOBIIIOE TIPOXO/-
JKEeHHS Tiel abo iH1IO1 (ha3u iHAMBIAYaJIbHOIO PO3BUTKY
i, 30KpeMa, BU3HAYAE Yac 3alBiTAHHS 3aJIEXKHO Bill yMOB
HaBKOJIMIITHEOTO CEPeIOBUIIA, OCKIIBKM eKCIpeciss Oara-
10X CCT-momeH-yTpuMytounx Ta HAP-momioHux OinkiB
MOB’3aHa 3 YYTJIMBICTIO 0 [ii 30BHIllIHIX a0iOTMUHUX
crpecopiB. Tak, 3rimHO 3 BHUKJIQAEHWMM CTBEPIKEHHSIMU
B3aemofist Mixx pisHUMU CCT-1oMeH-yTpUMYIOUUMU Ta
HAP-nonioHumu 6inkaMu NpU3BOAUTL OO0 YTBOPEHHS
BEJIMKOI KiJIbKOCTi pi3HOMaHITHUX KOMILIEKCIB, SIKi pO3-
Pi3HSIIOTBCS 3a MILIHICTIO a00 creuudivyHICTIO 3B’SI3y-
BaHHS, 110 y CBOIO Yepry MOXe BIUIMHYTM Ha aKTUBHICTb
TpaHCKPUIILii JoKycy Vrn3, a oTXe i Ha eKCIIpeciio re-
HiB Vrnl, i Ha yac 3auBiTaHHd [7].

[TonepenHiMyu AOCHIIKEHHSIMA BCTAaHOBJIEHO, IO
NoMiHaHTHUI anenb Vin-D4 acouilioBaHUM 3 Pi3KUM
3pOCTaHHSIM aKTUBHOCTI eKcrpecii JJokyciB Vrnl i Vin3
(Vrn-B3) Ta BoaHOYac 3 MpPUTHiYeHHSIM Jokycy Vin2
B JucTKax [6]. Y B3aeMomil 3 JOMiHAHTHUMU aJleIsIMU
roMeoJioriuanx reHiB Vrenl Ta Vin-B3 cryminb momi-
HaHTHOCTI anens Vim-D4 cxinanae Bin 30,7 no 53,7 %, o
3HAYHO MEHIIE 32 CTYIiHb JOMIHAHTHOCTI aJiejliB TeHiB
Vinl, sxwii cTaHOBUTS Bix 55,6 10 95,9 % 3 HaWOLTBIIM
MOKa3HUKOM Yy JOMiHaHTHOTO anenst Vrn-Ala, came To-
MY HasBHICTb Juile ajeis Vrn-Ala TOBHICTIO ycyBae
notpedy y spoBusauii [95]. OTxe, 3a HassBHOCTi IOMi-
HAHTHUX aJieNliB TeHiB Vrn I nomiHaHTHUIL anenb Vrn-D4
CTAaHOBUTb HE3HAYHWII BIUIMB Ha TPUBAIICTh 4acy 10
3allBiTaHHS, OCKUIBKY Y IIbOMY BMITaKy MOro (pyHKIIis
y JMCTKax € HaJauiuKoBoio [95]. 3a mpucyTHOCTI nOo-
MiHaHTHOTrO ajieysi Vin-B3 BUCOKAa aKTMBHICTh €KCIIpe-
cii tokycy TaFTI npurHiuye TpaHCKpuUMito reHiB Vin2
yepe3 CTUMYJISILI0 ekcrpecii Vinl He3anexHo Bim il
MpOnyKTiB excnpecii reHa Vin-D4[95].

Mognenb peryasuii npouecy spoBu3anii nmeHuni. ¥Y3a-
rajibHeHa Mojenb [7, 16, 54, 95], aka BimoOpaxae pe-
TYJISITOPHI MeXaHi3MM, 110 BU3HAYalOTh YYTJIUBICTh IIIIIE-
HULI OO0 SIpOBM3allii, TIPUITyCKae, 110 JOoKyc Vrn2, npo-
IYKTU €KCIIPeCil SIKOTO HETraTMBHO PEryJIol0Th TpaHC-
KpuIilo reHiB Vrnl ta Vin3, NpUTHIYYETHCSI YMOBAMU
sipoBU3allii (HU3bKa TeMIepaTypa Ta CKOpOUCHUI1 ACHD)
[4, 48, 79]. BriiuB TpuBajIOCTi CBITJOBOTO JIHSI Ha aK-
TUBHICTh TPaHCKPUILil TeHiB Vrn2 aHanoriyHmii ii
BIUIMBY Ha JIOKYC Vrn3, aKuil MO3UTUBHO PETYJIIOE TeHU

Vrnl [48, 5]. Y sipoBU30BaHUX POCJIMH, 110 BUPOILICHI Ha
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CKOpPOYEHOMY [IHi, aKTUBHICTh TPAHCKPUIILii reHiB Vinl
3HAYHO BUIA, HiXX Y HESIPOBU30BAHUX, VIS SIKUX PiBEeHb
TpaHCKpuIii Vrnl Bce X BUllle, HiX SKOU 11i pOCIUHU
Oy BUPOIIIEHI TIPU MOJOBXEHOMY AHI (OCKIJIbKU TIO-
JIOBXXECHUM JIeHb aKTUBYE, 4 CKOPOUYEHUIA, HABITAKU, MPU-
THiUy€e eKCIPECito JIOKyCy Vrn2, SKuii HeraTUBHO PEryJItoe
Vrn3) [48]. Y 3B’3Ky 3 IMM MPUITYCKAETHCS, 1110 JIOKYC
Vrnl akTUBYETHCS YMOBaMU sIpOBU3allii HE3aJeXHO Bif
reHiB Vrn2ta Vin3 [48, 54].

OTxXe, mic/sg MPOPOCTaHHSI PAaHHBOIO OCIHHIO, KOJHU
TPUBAIICTb CBITJOBOrO IHS BCE 1lI€ TOCTaTHbO JOBTa,
TPaHCKPUIILIiiiHAa aKTUBHICTb reHa Vrn3 rpurHiyeHa Bu-
COKMM BMiCTOM IIPOAYKTIB €KCIIpecii JoKycy Vrn2, BHac-
JIZOK 4oro 3HMxkeHa ekcnpecist Vinl [5, 4]. OnHak pe-
npecis TeHiB Vrnl € HEeMoBHOM, i TIPOAYKTH iX eKCcIpecii
XO04Y i B HE3HAYHIl KiJbKOCTi, ajie BCe X TaKu MPUCYTHI.
BropuHHuii edekT Big HAKOMWYEHHSI MPOAYKTIB €KC-
npecii Vinl BUSIBISETbCSI B MPUTHIUEHHI eKcrpecii j10-
Kycy Vrn2, BHaAcCHiIOK 4YOrOo akKTUBYETbCS TeH Vin3,
SIKUW TIO3UTUBHO perymtoe Vrnl (puc. 2) — perymsilist
3 MO3UTUBHUM 3BOPOTHUM 3B’s3KoM [18, 79, 48, 64].
3MiHa B aKTUBHOCTI TPaHCKPMUIILIii OyAb-SIKOTO TeHa, 1110
YTBOPIOE PEryJISITOPHY TMET/I0, TPU3BOAUTL 10 3MiHM B
ekcripecii aBox iHImMX reHiB. [IpuryckaeTscs, 1110 TeH
Vrn-D4 niposiBiisie aKTUBHICTb y JIMCTKAX Ta O0epe y4acTh
B aKTHBalili ab0 € YacTUHOIO PETYISTOPHOI MeTIi 3
MO3UTUBHUM 3BOPOTHUM 3B’SI3KOM, sIKa YTBOpEHa reHa-
mu Vinl/Vin2/Vrn3 [95]. Tlpote n10oCTOBipHO HEBiAOMO,
SIKMIA caMe TeH peryasaTOpHOI IeTJi 3HaXOMUTLCS ITil
BIUIMBOM IIPOAYKTIB eKcripecii jokycy Vrn-D4. Y poc-
JIMH 3 O3MMMM TUIIOM PO3BUTKY, L0 HE MPOMLUIN SIPO-
BU3Allil0, PEeTyJIsiTOpHa MeTjss He akTuBHA. [losiBa mo-
MiHaHTHOrO anens Vrn-D4 cnpuunHse 1 aKTUBALIilO,
1[0 CYMPOBOXKXYETHCS 3HWKEHHSIM YYTJIMBOCTI 10 SIPO-
Bu3alii [95].

Ilpu BupollyBaHHI Ha CKOpOYEHOMY [IHi BCi Tpu
JIOKYCH TI0Ka3ylOTb HU3BKUI PiBEHb €KCIIpecii, MpoTe
MIpu Mepexoi Ha MOJOBXEHUI AeHb €KCIIPEeCisl JOKYCiB
Vrnl ta Vin3 pizko minBuiyetbes [5, 48]. HasiBHicTb
0inkiB Vrnl cHigbHO 3 Hi€}0 HU3BKOI TEMIlepaTypu Ha
CKOpPOYEHOMY JIHi ITiJ1 Yyac sSIpoBU3allil CTBOPIOE HEOOXiaHI
YMOBU JUISI IPUTHIYEHHSI TpaHCKpUMLii reHiB Vin2 [4].
OkpiM TOro, AOBroTpuBajga €KCHO3Ullisi HU3bKOK TeM-
nepaTryporo iHIyKy€E pi3Ke 3pOCTaHHS aKTUBHOCTI €KC-
npecii reHiB Vinl y pocivH, 1110 TPOMIILIM SIPOBU3ALIiIO0
[23]. Iicas spoBu3alii yepe3 3HWXKEHHS KOHLIEHTpallil
MPONYKTIB eKcIpecii reHiB Vin2 miacuiloeTbest TpaHC-
KpuTtiist Tokycy Vim3. Lle oOyMOBIeHO 11Or0 aKTUBAILED
MPOLYyKTaMU €KCIIPecCii TeHiB, SIKi 3ajlydeHi Y KOHTPOJIb
4yyTJaUBOCTI 10 oTonepiony — Ppd ta CO [72, 98]. T1po-
IYKTU eKCIpecii reHa Vrn3 3 IUCTS TPaHCHOPTYIOThCS
y armikajabHy mepucreMy [84], ne iHmyKyioTh TeHu Vinl
(puc. 2) ta mapaoriudi im FULZ2 1 FUL3, iniuiroouu TumMm
caMUM TIepexil [0 reHepaTMBHOI a3y pPO3BUTKY |16,
5]. HesBaxkatouu Ha Te, 1110 MOAOBXEHUI (oTormepion
MO3UTUBHO PEryywe Vrn2, iHnyKoBaHi sSIpOBU3ALIIEIO Te-
HU Vrnl NPUTHIYYIOTH €KCIIpeciio 1boro jokycy. Ilpu-
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MYCKA€EThCS, 1110 eKCIIPECisl TeHiB Vrml B IMCTKAX € Bax-
JIUBOIO [UJIS1 MIATPUMAHHS MPUTHIYEHOTO CTaHy JIOKYCY
Vrn2 B 03uMuX pocianHax Imicis sposu3atii [16]. Takum
YUHOM, SIPOBM30BaHi POCIMHU B YMOBax MOJOBXEHOTO
IHSI XapaKTepU3YIOThCs HU3bKKUM PiBHEM €KCIIpecii J1o-
Kycy Vrn2 Ta BUCOKUM piBHeM ekcripecii TeHiB Vinl i
Vin3, 1o cnpuumHsg€e mepexin DO TeHepaTUBHOI CTamil
pO3BUTKY. B TO11 ke yac HesIpoBM30BaHi 03MMi POCIIMHMU,
HaBIIAKM, BiIPi3HSIIOTHCS BUCOKOIO AKTUBHICTIO €KCIIPECii
JIOKYCy Vrn2 3 OmHOYAaCHO HU3bKKUM piBHEM €KCIpecii
reHiB Vrnl ta Vrn3, 1o oOyMOBIIOE TIPUTHIYEHHS 3a-
LIBITAHHSI 3a BiZICYTHOCTI TTPOXOIKEHHST SIPOBU3Allii.

Bucnosku. IlotpeOy mineHuli y sipoBu3aliil MOXHa
pO3MISAaTU K aAaNTUBHUI MeXaHi3M, 1110 3a0e3mnevye
3aTPUMKY y MIEPEXO/Ii 10 PENPOAYKTUBHOI (ha3u pO3BUT-
Ky B 3UMOBMI Mepiojl, 3aXUIal0YM TUM CAMUM YYTJIMBY
amikajJbHy MEpUCTEeMY Bil il HECHPUSTIMBUX YMOB.
OnHMUM i3 KJIIOYOBMX €JIEMEHTIB LIbOTO MEXaHi3My € JIOKYC
Vrn2. YMoBU sipoBuU3allii CIIpsSsMOBaHi Ha TPUTHIYEHHS
Vin2, mo HeoOXimHO IS TTOJAJIBIIOTO TIEPEXOay IO pe-
MOpPOIYKTUBHOI (pa3u PO3BUTKY (3aLlBiTaHHS), Ta aKTHU-
Ballito TeHiB Vrnl, sIKi, oKpiM iHAyKLii diopanbHOro
MopdoreHe3y, BUKOHYIOTh POJIb MTOCTITHOTO pernpecopa
JIOKyCY Vrn2 miciast IpoXOomKeHHs SIpOBU3alIil i 10 KiHIIS
BeTeTallii.

IHimianist yacy 3alBiTaHHST MIIEHUIII BU3HAYAETHCS
TOHKMM OaJlaHCOM MiX MPUTHIYYIOUMMM Ta aKTUBYIO-
YMMM CWJIaMU, 1110 BIJIMBAIOTh Ha PEryJsiTOPHi MisH-
ku Jokycy Vrnl. Ilpu ubomMy LIEHTpajJbHY POJIb Bimi-
rpae reH Vrn3, perynsiiisi aKTUBHOCTI SIKOrO 3Jiiic-
HIOETBCS B MPOLECI KOHKYPEHTHOI B3a€EMO/Iii, 30KpeMa
MiX TipomykTaMu ekcrpecii reHiB Vin2, Ppdl ta CO.
InTerpaniitHa ponb reHa Vrn3 BUSIBISIETBCS B 00’€nl-
HaHHI MEXaHi3MiB KOHTpPOJIO YYTJIMBOCTI 10 (HOTO-
nepiomy Ta sSipoBM3allii, sIKa peajli3oBaHa Yepe3 KOHKY-
PEHTHY B3a€EMOiI0 MixX Oiikamu, 1o yrpumyors CCT-
IIOMEH, eKCIIpeCisl SIKMX 3OiMCHIOETBCS 3 T€HIB, YyTJIM-
BUX JO pPI3HOro poay abioTuyHux cTpecopiB. Takum
YUHOM, YTBOPIOETHCS THy4YKa KOMOiHAaTOpHa cHUCTeMma,
siKa 00’€HY€E YYTJIMBICTb JO BHYTPILIHIX i 30BHIlIIHIX
cUrHajiB Ta (OpMy€e HAKMOINbII ePEeKTUBHY MOACIb pe-
IyJsii yacy 3alBiTaHHSI 3aJIeXKHO Bil YMOB HaBKO-
JIMIIIHBOTO CEPEOBHUILA, a TAKOX 3[aTHOCTI OpraHi3My
PO3BUBATUCS B IIUX YMOBaX.

JlocmimkKeHHST MOJIEKYISIPHO-TEHETUYHOI AeTepMi-
Hauii Ta afanTUBHUX peakllii CUCTEMM TeHiB, 110 3a-
JIydeHi y KOHTPOJIb PO3BUTKY IIIEHMIL, MA€E BaxKJIUBE
3HAUEHHSI JUISI BUPILLIEHHSI TEOPETUYHUX Ta TMPUKIATHUX
3aBIaHb TeHETUKM i cenekuii. CydacHi ysIBJIEHHS IIPO
MOJIEKYJISIPHO-TEHETUYHI MeXaHi3MM, 110 PperysioTh
TEMN PO3BUTKY TMIUEHMIi, IO3BOJISIOTH OLTbII YiTKO
3PO3YMITH B3aEMOMIII0 MK KITIOYOBMMM KOMITOHEHTaMU
i€l CUCTEMU Ta OUIbII TPYHTOBHO TMOSICHUTU 1X BIUIUB
Ha KiJIbKICHI 1 SIKiCHi TTOKa3HUKM arpOHOMiIYHO-IiIHHUX
03HakK. BcTaHOBJIEHHSI MOJIEKYJIIPHOI CTPYKTYpPHU TEHIB
Vrn y 3paskiB, 110 BiIpi3HSIOTbCS 3a YYTJIMBICTIO 10
sipoBM3allii, J03BOJIWIO po3podutu cucteMy JIHK-map-
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KepiB, SIKi Hapa3i BUKOPUCTOBYIOThCS ISl ileHTU(iKa-
il JOCTiMKyBaHMUX T€HOTUIIIB 3a BiIMOBIIHUMU alie-
nsiMu. MapkyBaHHSI TeHiB Vrn Hagae moxinHy iHgop-
Malilo UISI PO3yMiHHS agalTUBHOI LIHHOCTI OKPEeMMX
ajiesTiB abo iX KOMOiHalLlili, 1110 JO3BOJUTh MAaKCUMAaJIbHO
e(eKTUBHO CTBOPIOBATU COPTH, ONTUMAILHO alanToBa-
Hi 10 YMOB HaBKOJIMIIIHBOTO CePEIOBUILA KOHKPETHOTO
perioHy.

MOLECULAR-GENETIC MECHANISMS
REGULATION OF GROWTH HABIT IN WHEAT

A.F. Muterko, 1.A. Balashova, V.1. Fayt, Yu.M. Sivolap

Plant Breeding and Genetics Institute — National
Center of Seed and Cultivar Investigation, Odesa
E-mail: muterko@gmail.com

The vernalization requirement determines the need
of plants in a prolonged period of cold treatment for
transition from a vegetative to reproductive phase. The
vernalization response in wheat is controlled by the
alleles of Vrn genes. A molecular structure and causes
which are basis of alternative alleles have been defined
for the almost all Vin genes. Vinl, Vin2 and Vin3
interacts epistaticaly and form the positive feedback loop
that is activated in winter wheat by the vernalization
conditions. Vrn2 is critical for flowering repression
in winter wheat before vernalization whereas Vinl in
mostly determines of flowering time for spring varieties.
In present review the studies of molecular mechanisms
and genetic determination of pathways that regulate of
growth habit (type of development) in wheat have been
analyzed. The organization, structure and functions
of the Vrn genes and their expression products are
discussed. Particular attention is paid to the regulatory
regions structure and the molecular mechanisms of
these genes expression. The modern view on the model
that includes of interaction between the Vrn genes and
environmental during vernalization has been formulated.

MOJIEKYJIAPHO-TEHETUYECKHE
MEXAHU3MBbI PETYIIALNNU
THUIIA PA3BBUTHUA NITEHWULIBI

A.D. Mymepko, U.A. barawosa,
B.U. @aiim, FO.M. Cusonan

HeobxoauMocTh B NIPOAOJKMTEILHOM BO3ACHCTBUM Ha
pacTeHusi TOHMXXKEHHOW TeMIepaTypbl ISl WHIYKIIUU
nepexoma K PEIpOayKTUBHOI CTaauM Pa3BUTHUS OIIpe-
neyisieTcsl UX MOTPeOHOCThIO B sipoBuU3aluu. YyBCTBU-
TEJIbHOCTh IMLEHUIBbl K SIPOBU3ALMM 3aBUCUT OT aj-
JIGJIBHOTO COCTOSIHUSI TeHOB cucteMbl Vrn. Tloutn mns
BCEX TE€HOB 3TOM CHCTEMBI YCTAHOBJIEHA MOJEKYJISIP-
Hasl CTPYKTypa U MCCJAeAOBaHbI MPUYMHBI, O0YCIOBIU-
BalolllMe BO3HMKHOBEHME aJbTEPHATUBHBIX AJIJIEIbHBIX
BapuaHToB. ['euwr Vinl, Virn2 n Vrn3 B3auMOIeiiCTBY-
[OT SMUCTATUIECKN U (POPMUPYIOT PETYIATOPHYIO METIIIO
C TIOJIOXKUTEJIbHOM 00paTHOI CBSI3blO, KOTOpas B O3U-
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MbIX PACTEHMSIX aKTUBMPYETCSl B MpoOliecce sipoBU3a-
umu. Jlokyc Vrn2 siBasieTcsl KJIIOUEBBIM B MEXaHU3Me
pernpeccuu Iepexoaa K LBETEHUIO O3UMMbIX DPACTEHUI
N0 TIPOXOXKIEHUSI SIPOBU3AIIMU, TOrAa Kak Jiokyc Viml
IJIABHBIM 00pa3oM orpeessieT CPOKM KOJOUIEHUS SIpO-
BbIX cOpTOB. O030p MOCBSIIEH aHAIU3y MCCIeA0BaHUSs
MOJIEKYJISIPHBIX MEXaHM3MOB UM TEHETMUYECKOW JeTepMU-
HallMU KOHTPOJISI YYBCTBUTEIBHOCTU K SIPOBU3ALIUU Y
mieHuubl. B geransix obOcyxmaeTcss opraHM3anysi, CTpyK-
Typa U (PyHKLMU T€HOB Vrm U MPOAYKTOB MX SKCIIPECCUM.
Ocoboe BHMMaHUE YAEJIEHO CTPYKTYype peryjsiTOpHbIX
YYacTKOB 3THUX T'€HOB M MOJICKYJISIDHBIM MeXaHUu3MaM
peryasauun ux aKcrpeccun. ChopMyIrMpoBaHO COBpe-
MEHHOE BUIEHUE MOJEJU, OTPAXKAIOLIECH B3aUMOIEWCT-
BUE MEXJIY TeHaMu Vrn v akropaMy BHEILIHEH cpeibl
BO BpeMsI SIpOBU3ALINMN.
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