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MOJIEKYJISIPHI MEXAHI3MHU CTIMKOCTI POCJUH
10 HU3bKUX TEMIIEPATYP

Husbxi necamugni memnepamypu € 0OHUM 3 HAUBANCIUBIUUX AOIOMUYHUX CINPeCi8, U0 NPU3B00UNb 00
VUIKOOJNCEHHS. POCTIUH A 3HAYHUX 8MPAM BPONCAIO CilbCbKO2OCNO0APChKUX Kynvmyp. Moposocmitikicmo
POCIUH 3pOCMAE 8 Npoyeci X0N0006020 3A2aPMOBYBAHHS — NPoOYecy, Wo 8i00Y8AEMbCS 3a HUZLKUX NO3U-
MUBHUX MeMnepamyp (suwje Hyis) i 6KI0UaA€E pisHi Gioximiunui, (hizionoziuni ma monrekynsapHi sminu. Cnpuii-
HAMMS HU3LKUX MeMNepamyp poCcaunamy OJis NOYamKy 3a2apmosy8ants mooice 8i00y8amucs yepes sminu
enacmugocmeii membpanu. Haiikpawe Oocnioscenumu mpanckpunyiunumu axmopamu, wo 3abesneyy-
oMb po3sumox mopozocmitikocmi pociu, € CBF-mpanckpunyiiini ¢paxmopu, sKi pecyniooms eKcnpecito
baeamvox COR-eenis (Cold-Regulated Genes). Excnpecis CBF-eenie y c6010 uepey pecynoemv s no3umus-
HUMU MA He2amUGHUMU pe2yiamopamu Ha pieni mpanckpunyii. Ilpooykmamu ocnosnux epyn COR-zenisé €
OLIKU, W0 3a6e3neuyioms NPUCMOCY8AHH POCTUHU 00 X0I0008020 CHPeCY, 30Kpema. DLIKu-0e2iOpuHu, aH-
mugpuzosi 6inku ma OLIKU, U0 NONEPEOACAIOMb PEKPUCTATIZAYIIO Tb00Y, AHMUOKCUOAHMNHE eH3UMU, (hep-

MeHmu wiiaxie Oiocurmesy RPOCMuUX YyKpie ma iHWUX 0CMONPOMeKmopis.

KirouoBi ciioBa: aGioTHYHI CTPECH, MOPO3OCTIHKICTh POCIHH, TpaHCKpuTIiitHi ¢pakTtopu, COR-TeHH,
OUIKU-JIETiAPUHN, aHTHOKCUIAHTHI €H3UMU, OCMOIIPOTEKTOPH.

Beryn

Husbki TeMniepaTypu B3UMKY € OJJHUM 3 TOJIOB-
HUX a0l0TUYHHUX CTPECIB, IO CHPUUYMHSIE 3HAYHI
BTpaTH BpOXar 0ararbOX CiJTbCHKOTOCIIOAAD-
cbkux KyneTyp [1]. Henocrarus cTiiikicTs copTiB
CITbCBKOTOCTIONAPCHKUX POCIWH JIO i HU3BKHX
TEeMIIepaTyp MOXKe IPU3BOJUTHU A0 3HAUYHUX BTpAT
BpOXKal0 B POKU 3 OCOOIMBO HECIPHUATIUBUMH
ymoBamu. Tomy icHye moTpeda JOCHiIKEeHHs Ta
MOKpaIeHHs aJallTUBHOCTI POCIHUH 10 BIUTUBY
HU3BKHUX TEMIIEPaTyp.

CTiliKicTh 10 HU3BKUX TEMIIEPATyp € O3HAKOO 31
CKJIQJIHOIO T€HETUYHOIO OCHOBOIO, B PO3BHUTKY M€l
O3HAK! 3aJIy4EHO BEJMKY KUIBKICTH reHiB. Ynmaimo
JIOCJIIJKEHb, TPUCBIYEHUX MeXaHi3MaM CTiMKOCTI
JI0 HU3BKHX TEMIIePaTyp, MPOBEACHO HA MOJICITBHO-
My 00’exTi Arabidopsis thaliana Ta neskux Ciiab-
CHKOTOCTIOZIAPCHKO BAXIIMBUX BHjax: puc (Oryza
sativa) [2], suminb (Hordeum vulgare) [3], muenn-
ust (Triticum aestivum L.) [4] ta kykypynza (Zea

mays) [5].
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IIpouec 3arapToByBaHHSI Y POCJHH

Mopo30CTifKICTh POCITHH 3HAYHO ITiIBUIY€TH-
cs B mporeci 3araproByBaHHs (cold acclimation).
3arapToByBaHHS — 1€ aJaNTUBHUM TpPOIEC, KU
BiIOyBa€THCS B POCIMHAX 32 HU3BKUX MO3UTUBHUX
TeMneparyp (BUIIE HYJIs), Pe3yJIbTaTOM 4OTO € ITij-
BULICHHS MOPO30CTIMKOCTI 3arapTOBaHUX POCIIHMH
MOPIBHSAHO 3 He3arapToBaHUMH. Llel mporiec BKIto-
Yae pi3Hi (i3ionoriuHi, 010XiMiuHI Ta MOJEKYJSpPHI
3MiHH, IO OyAyTh 3aXHIIATH CTPYKTYPH POCIUHHOI
KIITUHM BiJ MOJNANBLIOTO0 MOPO3HOro crpecy (uii
Temreparyp Hrokde Hyis). Ll 3MiHM BKIFOYArOTh
MiABUILEHHS Ta 3HWKEHHS PIBHA eKcipecii pi3HUX
perynpoBaHHX XoJomoM TreHiB (cold-responsive
genes) [6; 7], HAKOTTMYECHHS CIIEIU(PIYHNX 3aXUCHUX
cronyk (O17KiB, aMiHOKHCIIOT, ITyKpiB 1 ITOJIiaMiHiB)
[8;9; 10; 11], 3minu ckiaxy memOpanu [12], 3MiHu
XapaKTepUCTHK MeTabouisMy [13], migBUIIEHHS aK-
TUBHOCTI aHTUOKCHIaHTHUX cucteMm [14]. Edek-
THUBHICTB TPOIIECY 3arapToBYBaHHS Ta HaOyToi BHA-
CHIIOK 1BOTO MOPO30CTIMKOCTI 3aJIeKUTh BiJ
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cnenudiyHUX ajeniB TeHiB, MO OepyTh ydacThb Y
KOHTPOJIi MOpo3ocTiifkocTi. OTxe, po3yMiHHS IO-
JiHA, o BiOYBAKOTHCS i Yac MPOLECy 3arapToBy-
BaHHA, HA MOJEKYISIPHOMY DiBHI € Ba)XKJIMBUM IS
PpO3po0OKH ePEeKTHBHUX CTPATETii MOKPAICHHS MO-
PO30CTIMKOCTI CITBCHKOTOCIIOAAPCHKO  BAXKIIMBHUX
POCIHH.
CrpuiiHATTA HU3BKOI
TeMINepaTypu pocJIHHAMHI

CopuiHATTS 3MIHH TEeMIIEpaTypH € MepIIuM
KPOKOM TSI 1HII[IFOBaHHS IPOLECY 3arapTOBYBaHHS
1 MJTOTOBKU POCJIMHU JI0 BUYKUBaHHS 32 YMOB MO-
po3Horo crpecy. Hapasi po3yMiHHS MeXaHi3MiB
CHPUAHSATTS POCIIMHOIO TEMIIEPATYPHOI 3MiHH € JI0-
cuTh HenmoBHUM. IIpoTe KiJlbka MOXIIMBIX MEXaHi3-
MiB 0OTOBOPIOBAJIMCS B HAyKOBi# JiTeparypi [15].

ITnasmariuna MeMOpaHa pOCIMHHOI KJIITUHU BBa-
KAETBCA TEPBHHHOIO MIIICHHIO BIDIUBY HU3BKHX
temmneparyp. Bueni JI. Jloc (D. Los) ta H. Mypara
(N. Murata) [15] BBaXKarOTh, IO BIAY4yTTS POCITUHOIO
XOJIoMy BimOyBaeThcAd Yepe3 3MIHM BIACTUBOCTEH
MeMOpaHH, SK-OT: TeKYJiCTh/’KOPCTKICTh Y BIIIOBIIb
Ha 3MiHy Temneparypu [16]. Bymo mokasaHo, 1m0
HI3BKI TEMIepaTypy BUKIIUKAIOTH 3MEHIIICHHS TEKY-
4ocTi MeMOpaHu (MeMmOpaHa cTae MKOPCTKIIIOK), i
HABITaK{ — 32 BUIIUX TEMIIEPaTyp TEKy4icTh MeMOpa-
HU 301IbLIyEThCS (KOPCTKICTH 3MeHIIyeThes) [17].
Taka rinore3a mpo MeMOpaHy sSK NMEPBUHHUN CaMT
CHPUIHATTS 3MiHM TeMIeparypHu 3100yaa miaTBep-
JDKSHHS B TOCTIKEHHSX 3 BUKOPHCTAaHHIM (apma-
KOJIOT1YHHUX CIIONYK, SIKi 3MIHIOIOTh TEKY4iCTb/KOP-
CTKICTh MeMOpaHH. BeH30y0BUil crupT 301TbIIYE
TeKy4icTe MeMOpaHU. Byno mokazaHo, 1o iHIyKo-
BaHa xoyomoM ekcrpecis rera Cas30 (COLD-
ACCLIMATION SPECIFIC) y mrouepau (Medicago
sativa) OIOKyBanacs Ji€r0 OEH30JI0BOTO CITHPTY 1 Iie
CYNPOBOIXKYBAJIOCS 3MEHILICHHSIM MOPO30CTIHKOCTI
mroriepH [18]. AJie BUKOPHCTaHHS TUMETHIICYITB(OK-
CHJTY, CIIOJTYKH, 1110 iIBUIIY€ KOPCTKICTh MEMOpaHH,
THIYKYBaJIO EKCIPECII0 XOJOI-IHIyKOBAHOTO TeHA
BN115 y Brassica napus 06e3 il HU3bKOI TeMIIepaTypH
[19]. LIi mocmipkeHHS TIEBHOKO MIpOKO TiITBEPIKY-
0Th TIIOTE3Y Mpo Te, M0 3MIHK BIACTHBOCTEH IIas-
MaTHYHOT MeMOpaHH MOXKYTh BIUTMBATH Ha €KCIPECI0
TeHiB, PEryJIbOBaHUX XOJIOIOM, i MPHHAWMHI HOTCH-
IIIHO BILIMBATH HA MOPO30CTIHKICTh POCIIHHH.

[HmmMME hakTopamMu, 3aITy4eHUMH Y CIIPUIHATTS
POCIIMHOO HU3BKHX TEMIIEPaTyp, € KiJIbKICTb 1 AKICTh
CBiTNa, sIKe cnpuiiMae pocnuHa. BigmosinHo mo pe-
syneTariB A. Coitamo (A. Soitamo) i koner [20],
3arapTOBYBAHHS POCIHH €(EeKTHBHIIIE IPU OCBIT-
JIeHHI, HiX y TempsBi. Ilpu 3araproByBaHHI 3a
YMOB OCBITJICHHSI aKTUBY€THCSI MPUOIU3HO BIBIUi
OuTbIIIE TEHIB, HDK TPU 3arapTOBYBaHHI POCIUH Y

tempsiei [20]. KpiM Toro, mokasaHo, 1o onpoMiHEHHS
pOCIKH yabTpadioNeTOBUM CBITIIOM a00 CBITJIIOM BU-
COKOI IHTEHCUBHOCTI MOKE YaCTKOBO ITiABUILIATH MO-
PO30CTIHKICTh POCIMH HaBiTh O€3 BUTPUMYBAHHS 3a
HU3BbKUX Temriepatyp (0e3 3araproByBanHs) [21; 22].
Ha mapocTkax MIIEHUII MMOKAa3aHO, 10 iX 0OpoOka
yapTpadioneToM-B nepen 3aMopokyBaHHIM PU3BO-
JITH JI0 TOTO, IO TIOJIOBMHA POCIIHH THHE 33 HIXKIOL
temrnieparypu (LT, ) HOPIBHAHO 3 KOHTPOILHOKO TPy~
Moo (HEONPOMIHEHHMH POCIMHAMH). 301TbIIEHHS
Mopo3ocriiikocti  UV-B-onmpoMiHeHHX TapOCTKiB
IIOSACHIOETHCA aKTI/IBaLliCIO AHTUOKCUJAaHTHUX CH3U-
MIiB Ta MeTaboMNiTIB (30KpemMa ackopOar-TiryTario-
HOBOTO LIUKITY) [22].

VY nmocmimxenni T. fAnnma (T. Janda) BuBuanm
BILJIMB 1HTEHCUBHOCTI CBiTJIa HA MOPO3OCTIHKICTh
nieHni. OTpUMaHi pe3yabTaTH TOKa3aJd, M0
POCIVMHHU MIIEHHI, 10 BUTPUMYBAINUCS 32 YMOB
BHCOKOI 1HTEHCHBHOCTI cBiTa (0e3 nii HU3BKHX
TeMIIeparyp), MajJu BUIUI piBEHb MOPO30CTiiKOC-
Ti TIOPIBHSHO 31 KOHTPOJHHHUMH POCIHHAMH, IO
CHIBBITHOCHJIOCS 31 3MEHIICHHSM HACHYEHHS TeK-
CaIEeKaHOIAHOI KHUCJIOTA Ta MiABUILEHHIM AaKTHB-
HOCTI TAKMX aHTHOKCUJAHTHHUX (PEPMEHTIB, K [IIy-
TaTIOHpEIyKTa3a Ta ackopOarnepokcuaasa [21].

3MiHM TeMIlepaTypy 3Ha9HO BIUTUBAIOTH Ha (hOTO-
CUHTETHYHHH amapar pociMHHOI kiithHH. [lokasa-
HO, 10 npubnuzHo 50 % 6inkiB, Aki audepeHwiitno
HAKOMMYYIOThCS IMiJl Yac 3arapTOBYBaHHs, OepyTh
y4acTtp y npouecax ¢porocunresy [20]. 3okpema, miza
Yac MpOLECy 3arapTOBYBaHHS IiIBUIIYETHCS aKTHB-
nicte PYBICKO, 1110 10B’513aHO 3 HAKOIIMYEHHSIM aK-
tuHImoi popmu PYBICKO aktuBasu (RA) [23]. 3a
YMOB XOJIOJIOBOTO CTpecy (POTOCHHTETHYHUI amapar
MPOYKY€E MiJBHUINCHY KUTBKICTh PEAKTHBHUX (POpPM
kucHio (ROS) [23] i, kpiM 30aTHOCTI CIIPUYUHUTH
TONIKO/DKEHHS KIIITHHHUX CTPYKTYp, Il peaKTHBHI
¢dbopMu KHCHIO OepyTh Y4acTh y mpolecax nepenadi
curHaiy (17151 3a0e3MeueHHs BiIIOBI I Ha XOJIOIOBHIA
cTpec 30kpema) [24]. Y srajaHoMmy BHIIE JOCHTi-
JokeHHi  UV-B-onpoMiHeHHX MapOCTKIB MIIEHUIII
H,0,, s npumyckanocs, jie sk CUTHAIbHA MOJIEKY-
J1a, OCKUIbKY mifiBuIeHHs piBHsa H,O, cynpoBomxky-
BaJIOCS TiJBUIICHHSIM aKTUBHOCTI (pepMeHTiB, 10
3HENIKO/PKYIOTh peakTuBHI (popmu kucHro [22].

ITpu nocaimxenHi apabinoncucy [25] mokasa-
HO pOJb CHENu(pIYHOTO BapiaHTa TiICTOHOBOIO
6inka H2A.Z y copuiHATTI 3MiH TeMmIepaTypH.
BcraHoBieHO, MO TpH 3HIKEHHI TeMIIEpaTypH
rictroH H2A.Z vacTime 3ycTpidyaeTbcsi B HyKJI€O-
COMax POCIHWH, IO POCIH 32 HU3BKHX TeMIlepa-
Typ, HIXX Y POCIMHAX, AKi POCIU B ONTHMAJIBHUX
ymoBax. Bigomo, mo H2A.Z-BMicHI HYKJIC€OCOMH
3a0e3neuyroTs miinpHime nakysanas JIHK, i me
nepenkopkae npocyanHio PHK-momimepasu i
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TPaHCKPHUNIi TeHIB, eKCIpecis AKX MyCUTh Oy-
TH 3HW)KEHA MiJ 4ac Ail HU3BKUX TEeMIeparyp.
AJie B IUC-PETYIATOPHUX €JIEMEHTax I'eHiB, eKc-
mpecis IKUX MOBUHHA MiJBUIIUTUCS 32 il HU3b-
ko1 Temneparypu, H2A.Z TicTOH MOXe Mepeniko-
JDKaTH 3B’S3YBAHHIO TPAHCKPHUMIINHUX (akTo-
piB-CyIIpecopiB TPaHCKPHUIIIii a00 METHIYBaHHIO
JHK. Lle moxe OyTH OJHUM 3 BaXKJIUBUX MEXaHi3-
MIB peryJsmii TpaHCKPHUNIi y BiAIOBIIb HA 3Mi-
HU Temmepatypu [25].

[NoxazaHo, 1o i 9ac mporecy 3arapTOBYBaHHS
(3—7 nuiB 3a 3 °C) y TKaHUHI KOHyca HapOCTaHHS
03UMOTO SITYMEHIO 3HIDKYETHCS CKCIpECiss TeHIiB
IBOX ricToHiB, H24 ta HTA1l [3]. ABTOpH IpHITyC-
KaloTh, [0 1€ MPU3BOJUTH O MEHII MIIILHOTO I1a-
kyBanHs JIHK Ta crpuse TakuM 4uMHOM ekcrpecii
XOJIOJI-pETyabOBaHUX TeHiB. Ha MymMKy aBTOpiB, Ta-
Ke PEMOJICTIIOBaHHS HYKJIEOCOM MOXe OyTH CIelu-
(bIYHMM MEXaHI3MOM BIJIITOBI I Ha XOJIOIOBHH CTPEC
JUISL KOHYCI1B HApOCTaHHS B 03UMOT0 sTUMeH!o [3].

{06 noB’sA3aTH CIIPHHHATTS 3HMKSHHS TEMIIe-
patypu pOCIHHOIO 3 HACTYITHHUMU 3MiHAMH, 1[0 Bif-
OyBarOThCS B POCIMHHIN KJIITHHI, ICHYIOTh BTOPHH-
Hi nocepeaHuku. Takuil momupeHnit i KAHOHIYHUIA
BTOPHHHMI IOcepenHuK, sk Ca®*, Bigirpae BaxnBy
poIb 1 B Ipoleci nepefadi CUrHaidy y BiOBiAb Ha
XOJIOJIOBHH cTpec [26]. Buxin HOHIB KaJbIliIO B ITH-
TO30JIb € OHUM 3 HAMNEPIINX HACTIIKIB CIIPUIHST-
T4 3HIKEHHS Temneparypu [27]. Lleit nmpouec moxe
OyTH MOSCHEHUI MEXaHOYYTIUBUMHU KaJIbIli€BUMH
KaHaJaMH, [0 aKTUBYIOTHCS Y BIJIOBIIb HA 3011b-
HIEHHS KOPCTKOCTI MEMOpPaHU Mifl AI€I0 3HUKEHHS
temmeparypu. Poins Ca?* B aKTHBOBAHOMY HU3BKOIO
TEeMIEPaTypoOI0 CUTHAIBHOMY IUISXY Oyna miaTBep-
JOKEHA B JIOCITI/DKEHHI 3 BUKOPUCTAHHSAM XeJIaTopiB
HOHIB KaNbIil0 Ta OJIOKATOPIB KaJbLI€BUX KaHAIB,
IO TIePEUIKODKATH 3arapToByBaHHIO pociuH. [lo-
Jlanbllla TIepefiadya CUTHANNY BifOYBA€ThCS 3aBISKH
KaJbIliii-38’s3yBabHuM Oinkam (Calcium Binding
Proteins — CBPs), siki maji B3a€MOAIOTh 3 Pi3HUMHU
LIIbOBUMU O1JIKAMU Ta 3MIHIOIOTH IXHIO aKTUBHICTH
[28]. ¥ mocnmimkeHHi MIIEHUIII TOKa3aHo, 10 Kallb-
il HAKOTTMYIYETHCS B IIUTOIIA3Mi y BiJIIIOBIJIb caMe
Ha pi3Ke 3HIKEHHS TeMIIepaTypH (X0IOA0BHIH 110K),
a 3a IMOCTYIOBOTO 3HIDKCHHS TEMIIEPAaTypH KiJib-
KicTb oro He 3MiHIeThCs [29]. OTxe, ponb Kajib-
Iif0 y TpoIecax BiAMOBI/I HA BIUTUB HU3BKHX TEM-
nepatyp norpedye moaaIbIIoro A0CTiIKESHHS.

CBF-Tpanckpunuiiini ¢paxropn
Y BiInoBixi pociiuH Ha X0J1010BHii cTpec

VY nociipKeHHI TEHETHYHOTO KOHTPOJTEO O3HAKH,
SIKY MIPUAHSTO PO3MISAATH SIK «CKIAJHY», TOOTO Ta-
Ky, 1110 ii (hopMyBaHHS 3aJISKUTh BiJl eKcrpecii Oa-

raThOX T'eHIB, Ty>KE¢ BaXXJTUBHUM € BUSBICHHS TOJIOB-
HUX TPAHCKPUIIIMHUX (aKTOPIB, IO MPALIOIOTH SIK
«repemMuKavi» (master switches) Ta KOOpIUHYIOTH
eKCIpecito baraTbox TeHiB.

Haiixparie 10 CmipKeHIM NIIISTXOM BiITOBII poc-
IMH Ha xonopoBuil crpec € CBF-mumax. Tpanc-
kpumniitai ¢pakropu CBF (C-repeat Binding Factors)
BHepuie ineHtudikoBani y Arabidopsis thaliana
[30; 31], o0 cTaI0 BAXKIMBOKO MOIIEI0 IS PO3YMiH-
HS MEXaHi3MiB Mopo3ocTiiikocti pociauH. CBF-
(aktopu Takox Bimomi sk DREB1 (Dehydration
Response Binding factors 1), ockinbku, KpiM CTili-
KOCTI JIO XOJIOJIOBOTO CTPECY, IIi TPAHCKPHIIIIHHI
(bakTopu OGepyTh yuyacTh y BiJIOBi/I HA iHIII cTpecu
3 KOMIIOHEHTOM 3HEBOIHEHHS, SIK, HAITPUKIIAJI, OCMO-
tuanuii crpec [30; 31]. DREB-Tpanckpunuiiizi pak-
TOPH 3B’ SA3YFOTHCS 31 CHEIU(IYHUMHE PETYIIATOPHUMHU
perionamu B npomortopax DREB-perynsoBanux re-
HiB. Dehydration-responsive  element (DRE;
TACCGACAT) — cnenu¢ivHa MOCTIIOBHICTD, L0
BHepme Oyla BHSBICHa Yy IIPOMOTOpPa TIeHa
Arabidopsis RD29A. Excripecist Iboro reHa iHayKy-
€THCS Y BIJNOBIJb HA JIF0 HU3bKOI TeMIIEpaTypH Ta
3HeBoAHEHH [32]. Perynsitopuuit enement DRE wic-
TUTh KOPOBY MOCIIIOBHICTH 3 5 TIap HYKJICOTH/IIB, Oa-
raty Ha 1iuTo3uH (CCGAC), sika Ha3uBaeThes C-repeat
(CRT). Takuii C-nioBTOp MPHCYTHIHN y IpOMOTOpax Oa-
raTboX peryjibOBaHNUX XOJIOAOM T eHiB, 30KpemMa B Ipo-
MoTopi reHa Arabidopsis CORI5A Ta TeHa MIIeHUII
WCS120  [33]. CBF-tpanckpumiiiini  ¢aktopu
3B’s13y10ThCsl 3 C-TIOBTOpaMH, CreIM@IYHAMHA IIHC-
PETYJSITOPHUMU  TIOCITIIOBHOCTSIMA B TIPOMOTOPAX
TICBHUX T'€HIB, Ta PETYJIIOOThH SKCIIPECIFO IUX TeHIB.

Y Arabidopsis ponuny CBF-TpaHckpunmidHuX
(akTopiB mpezctapieHo Tpboma wieHamu: CBF1
(DREBI1B), CBF2 (DREBI1C) ta CBF3 (DREB1A).
Hocmimkenns Ha Arabidopsis nokazamu, mo CBF-
TeHU HE MICTSTh IHTPOHIB 1 PO3TAIIOBAHI OJMH 32 OfI-
HUM Ha XpomocoMmi 4 Arabidopsis — CBFI1-CBF3-
CBF?2 [34]. Ha nymxy M. Menina (M. Medina) i ko-
zer [34], CBF-reHu eBOIIOLIHO IOXOIATh BiJl OIHOTO
reHa NULIXOM IyTUTiKanii Ta JuBepreHiii. Y Oubioc-
Ti IHIIUX BUAIB pociiiH CBF-reHu NMPHUCYTHI Y 3HAYHO
OLIBILIH KITBKOCTI MOPIBHSHO 3 apabioNCcuCcoM.

Indopmaris momo crpykrypu CBF-tpanckpun-
IiHUX (aKTOPiB Takoxk Oyia OTpUMaHa B TOCIif-
KeHHsX Ha Arabidopsis thaliana. CBF Hanexartb
no pomunun AP2/ERF (APETALA2/Ethylene-
Responsive Factor) TpaHckpumnmiiiHuX (axTopis.
Ha cBoemy N-kinni CBF-0inku MicTATh OCHOBHI
aMIHOKHMCJIOTHI 3aJIMIIKH, Kl MOTEHIINHO BIIIO-
BiIalOTh 3a sAEpHY JoKamizauiro, a Ha C-KiHIi
CBF-TpaHckpuIiiiHi GakTopu MaloTh aKTHBAIlil-
Huil nomen. CBF-tpanckpunmiiizi pakTopu Takox
Mmatoth AP2/ERF-nomen ans 3B’s3yBanns 3 JIHK.
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AP2-noMeH cknamaeTbes 3 P-mmapy Ta o-CIipai,
aMiHOKHCIIOTHI 3anuiiku 14 ta 19 3 B-mapy € Bax-
JUBUMH 7151 3B s13yBanHs nitboBoi JIHK. JIns CBF-
TpaHCKpUIIiiHuX (akTopis 14 Ta 19 amiHOKHCIOT-
HI 3QJIMIIKA MPEICTABICHO BAJTIHOM Ta TIIyTaMiHO-
BOIO KHMCJIOTOIO BifmoBijaHO [31].

Hespaxaroun Ha Te, mo CBF-tpanckpumiiiitai
(akTOpu € BAXIMBUMH Ul pPeryssinii BigmoBiai
POCIHMHY Ha Jif0 HU3BKHX TEMIIEpaTyp, BOHU € He
€MUHUMHU (PAKTOpPaMU, IO PETYIIOITH IO BifIO-
Binmb. Jlnst Arabidopsis moka3zaHo, IO JIAIIE TMPH-
6mm3HO 12 % reHiB, eKCIpecis SIKUX 3MIHIOEThCS Y
BIJIMOBIJIb Ha [0 HU3BKHX TEMIIEPATyp, PETYIT0-
10Tbcst CBF-Tpanckpumniiiiinumu akropamu (Hane-
xarb 10 CBF-peryinony), me ckiamae mpuOIH3HO
4 % Bin ycix reHiB Arabidopsis [35]. Otxe, CBF €,
MOXKITIBO, OTHUM 3 KUTBKOX PEryISTOPHUX IIUISXIB,
o OepyTh ydacTh y 3a0e3NeueHHi BiAmoBiai poc-
JINHY Ha XOJIOIOBHM CTpecC.

B3aemosp’s3kn Mk Tproma CBF-tpanckpumn-
nidauMu hakropamu Arabidopsis TOCTIKYBaIH 3
BUKOPUCTAHHAM cbf2 MyTaHTiB. Byno nokazaHo, 1mo
CBF2 € neratusuum perynsitopom CBF1 ta CBF3.
3a BiacytHocTi (yHkiioHansHOro CBF2 30iib1ry-
€TbCcS BMiCT TpaHckpuntiB Juis OinkiB CBF1 Ta
CBF3, a mopo3ocriiikicte Arabidopsis miaBuiry-
eThesi. BBakaerscst, mo CBF2 koopaunye poborty
CBF-perynony [36]. Y Bumagxy HIpHUCYTHOCTI
OimbII HIK TphoX CBF-TeHIB, K y OUIBIIOCTI iH-
HIMX POCIHH, B3a€EMO3B’SI3KM MiX pisHuMu CBF-
(haxTopamu OTPeOyIOTH OKPEMOTO JIOCITIKEHHS.

Tpanckpuniiini paktopu CBF Bussieno y 6a-
raThOX BHIIB pociuH: mueHu (Triticum aestivum)
[37], mouepuu (Medicago truncatula) [38], Tomary
(Lycopersicum esculentum) [39], kykypyasu (Zea
mays) [40], pucy (Oryza sativa) [2], xurta (Secale
cereale) [41], ssamento (Hordeum vulgare) [42] Ta
iHmmx. Lle Bka3ye Ha Te, 110, 3 ogHOTO 00Ky, CBF-
TPaHCKPHUIIIiiHI ()aKTOpH € KOHCEpBATHMBHUMH 1
Ba)XJIMBUMH JUTA BIATIOBi1 HA XOJIOJOBUI CTpEC IS
PI3HUX BUIIIB POCIIHH, 3 IPYroro OOKY, BiIMIHHOCTI
B KUIBKOCTI Ta 0COOJMBOCTSX (DyHKIIOHYBaHHS
CBF-TpaHckpuniiitHUX (akTopiB MOBUHHI TOCII-
JDKYBATHUCS] OKPEMO JAJISI KOXKHOTO BULY POCHUH [43].

YuacTh a0cUU30BOT KMCJIOTH Y BianoBiai
Ha xou1o10Buii ctpec (CBF-ne3anexnunii muisx)

AXTHBaIliS PETyJIbOBAaHUX XOJIOJIOM TCHIB Yepes
3B’s3yBaHHs CBF-TpaHckpumiiiiHux (akTopis 3i cre-
U(IYHAME JUISTHKAMU B ipoMoTopax (C-moBTopaMu)
iHom HasuBacTbcsl ABK-He3anexHuM  IUIIXOM
(abscisic acid-independent pathway). Y pocnuH icHye
TaKOX HIINH NUTAX Peryssiiii ekcrpecii reHiB y Bimo-
BiZIb HA HU3BKOTEMIIEPATYpPHUI CTpEC, BIH Ma€ Ha3BY

ABK-zanexnuit musix (ABA-dependent pathway).
Bin € menm pocmipxkenuMm y mopiBHsHHI 3 CBF-
IUTIXOM. Y HOMY €HIOTreHHa aOCIN30Ba KHCIIOTa aK-
tuBye bZIP (basic leucine zipper) TpaHckpummiiiHi
(bakTopH, SIKi 3B’S3YIOThCSA 3 BIJIOBIJHAMH IIHC-
perymsitopuumu  enementamu  — ABRE  (ABA-
responsive elements) y mpoMotopax Tak 3BaHux ABK-
sanexxanx COR-reniB (Cold-Regulated) ta perysro-
I0Th IXHIO eKcTIpeciro [44; 45].

Iomo yuacTi iHIMX (ITOTOPMOHIB Y perynsii
BIJITIOBIJIl HA XOJIOZOBUH CTpeC BiJIOMO, IIO TPaHC-
kpunuiitnuit pakrop TERF2/LeERF2, sxuii pyHK-
IIIOHYE SIK TIO3UTUBHUH PErysaTop O10CHHTE3y eTH-
JIeHY, TaKOX MOB’SI3aHUI 3 MOPO3OCTIMKICTIO: TPaHC-
TeHHI POCIIMHY TIOTIOHY 1 TOMATy 3 HaJEKCIIPECi€ro
BOTO TPAHCKPUMIIIHOTO (aKTOpa XapaKTepu3y-
IOTHCS BUIIIOKO MOPO30CTilKicTIO [46].

Peryasinis ekcnpecii CBF-renis

Tpanckpuniitai gakropu CBF He nume pery-
motoTh excrpecito CBF-3a1exHuX reHiB, sika Mae
3MIHIOBATHUCS Y BIJTOBIIL HA XOJIOJOBHHU CTpec, a i
cami perymoloThCcs crenupiyHuMH  (hakTopamu.
Excnpecis CBF-reHiB peryaoeThCs Ha TPAHCKPHII-
IiffHOMY piBHI KUIbKOMa aKTUBATOPAaMH 1 penpeco-
pamu [47; 48].

HaiiGinbimn no6pe oxapakTepu3oBaHUM MO3UTHUB-
HUM perynsaTtopoMm ekcnpecii CBF-reniB € ICE1
(Inducer of CBF Expression 1). ICE1 Hanexuts 10
MY C-Trity OCHOBHHX CHipaJIb-TIeTIIs-CITipaJTh TPAHC-
kpunniftaux QaktopiB (MYC-type of basic helix-
loop-helix, bHLH) i Bniepire OyB ineHTH(IKOBaHUH Y
Arabidopsis [47]. Y nocnipkeHHI TOKa3aHo, 1o icel
MYTaHT XapaKTePH3yBaBCs 3HIDKEHHM DIBHEM €KC-
npecii CBF3 3a yMOB HU3BKOI TeMIIEpPaTypH 1 3HIKE-
HOIO CTIHKICTIO JI0 HU3BKOTEMIIEpaTypHOTO CTpEcCy.
Takox mokaszano, mo Oinok ICE1 3B’s3yeThest 3i
cnerudigaumu MY C-TIOCITIIOBHOCTSAMH, PETYIIs-
TOPHUMH IIHC-elIeMeHTaMHu B mpomotopax CBF3-
Ta CBF2-renie [47]. 1li mDocmigoBHOCTI s
3B’ si3yBaHHs ICE], sixi Oynu Brepie ineHTH(ikoBa-
Hi JI. 3apka (D. Zarka) i kojeramu B mpoMOTOpi
CBF2, nazBani ICErl ta ICEr2 (ICE regionl
and 2) [49], Bonu mie HazuBaroThes ICE-box [26].

IlikaBo, 1o rex /CE] ekcrpecyeTbesi KOHCTUTY-
THUBHO, aie ICE1-0inku akTHBYIOTh ekcripecito CBF-
TEHIB JMIIE Yy BiANOBiAb HA HU3BKY TEMIEPATypy,
o 3a0e3nevye aJeKBaTHY BIAMOBIAb POCIHHU Ha
xononoBuit crpec [47]. IlosicHeHHS IbOMY (hakTy
OyJ0 3HaIEHO MicIs BCTAHOBIICHHS TOTO, 1110 PETy-
nsist aktuBHOCTI ICE1 BinOyBaeThes uepes mocT-
TpaHcusAiitai Mmogudikaii [47; 50]. OnHa 3 iHIyKO-
BaHUX XoJjoxoMm monudikaniii Oinka ICE1 — iioro
dochopumoBanns [26]. KpiM TOoro, akTHBHICTh
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ICE1 perymioeTscsi uepe3 mpoTeacoMHy Jerpana-
10 LHOT0 OLIKA.

VY nocmimkennsx Y. Jlonr (C. Dong) i koser [50]
npoaeMoHcTpoBaHo, mo HOSI1 e y6ikBitun E3 mi-
razoro (ubiquitin E3 ligase), sika 3xaiiicHIO€ yOikBi-
tuHyBaHHs Oinka ICEl. IloniyOikBiTHHIIBOBaHUIA
mig giero HOS1 6inok ICE1 cripsimoByeThCst B TIpo-
TeacoMu s aerpagamii. JlochimkeHHS POCIUH
Arabidopsis 3 nHagekctipecieto rena HOSI xapakre-
PHU3YIOTBCS 3HMKEHOK ekcrpecieto CBF reHiB Ta
riNepuyTIMBICTIO IO XOJI0A0BOTO cTpecy [50; 51].

st Toro 1106 monepe T MPOTEacOMHY JIerpa-
namito ICE1 3a yMOB XOJIOZIOBOTO CTpPECY, KOJIK HOro
aKTHBHICTL HEOOXiHa 11715t akTHBallli CBF-TeHiB, Bifl-
OyBaeThCsl 1HINA, TMOCTTPAHCIAIINHA MoaUQIKaIis
o6inka ICE1. Liero «3axucHor0» MoauQiKaliero € cy-
moimoBanHs ICE1. CymointoBaHHSI — 11€ TTOCTTpaH-
cisniiina mMomudikaiis OiMKiB, MO 3AIHCHIOETBCS
crerudiuanmu pepmertamu — SUMO E3 nirazamu,
ski npuenHyrotb  SUMO  (small ubiquitin-like
modifier) 3aymiku 10 crienudiYHIX CaNTIB UTLOBUX
OukiB. CyMoinroBaHHsI 3axuilae OUTKK BiJ MpoTea-
COMHOI Jierpajallii 3aBIsSKA TOMY, IO MEePEIIKOIKAE
iXxHBOMY NONIyOIKBiTUHYBaHHIO [52]. Y Arabidopsis
imentudikypam SIZ1 SUMO E3 nirazy, mo npuen-
Hye SUMO g0 K393 (nni3uny B monoxkeHHi 393) Oinka
ICE1 Arabidopsis min 4ac Tmpoliecy 3arapToByBaH-
Hs [53]. IokazaHo, 110 siz/ MyTaHTH (POCIIUHU 3 He-
¢ynkmionamsHor0 SIZ1 SUMO E3 nira3oro) MaroTh
3HIDKeHI piBHI ekcnpecii CBF reniB, CBF-3anexHux
COR-reHiB, Ta XapaKTepU3YIOTHCSI ITiIBUILICHOIO YyT-
JIMBICTIO JI0 X051070Boro cTpecy [53]. Omxke, cymointo-
Banusa ICEl e BaxwmBuM 11 WOro craOUIBHOCTI Ta
(yHkuionyBanHs B aktuBanii CBF-reHiB (puc. 1) [26].

20°C 4°C

U ICE1

"'
‘i"}. 3

PROTEOLYSIS

SIZ1

o .

Puc. 1. Tlocrrpancnsmiiini Moaudikarii 6iiaxa
ICE1 — 0CHOBHOTO ITO3UTHBHOI'O PETYIISITOpa eKCIpecii
CBF-reHiB [54]

Kpim nii ICE-6inkiB, ekcrnipecis CBF-TeHiB Ta-
KOX Mo3uTUBHO perymoetscst CAMTA3. Tpanc-
kpuniiiiai pakropy CAMTA1 ta CAMTA3 Hane-

KaTh IO POAVHH KATEMOYIIH-3B’ I3y BANGHHUX TPaHC-
kpunuiitaux aktuBatopis (CAMTA) 1 3B’ a3yroThes 31
cniennpiYHUMHE perioHamu B mpomotopax CBF2 re-
Ha [55]. HocnimkenHs 3 MyTantamu Arabidopsis mo-
kasyroth, 1o CAMTA 3 i CAMTAI € HeoOXimHuMHU
JUISL HOPMAJIBHOTO TPOXO/DKEHHS IPOIIeCy 3arapro-
BYBaHHS pOCIWHHU [55].

HerarusuuM perynaropom excrpecii CBF-reHiB
e MYBI5, mo 0yB ineHTndikoBanuii M. Arappai
(M. Agarwal) i koneramu Takox Ha Arabidopsis [48].
Tpanckpumiianii pakrop MYBI15 3B’s3yerbes 31
crerudivaumu MY B-caiitamu B npomoropax CBF-
TeHIB 1 HEraTUBHO PETYJIIOe iXHIo ekcripecito. MYB15
HaJIekHUTh 10 R2R3-Myb poauHu TpaHCKpUIIIHHUX
(axTOpiB 1 MOXKE 3B’SI3yBaTHCS 3 BIIIOBIIHAMH T0-
CJIIIOBHOCTSIMU B IPOMOTOpPAX YCiX TphOX reHiB CBF
Arabidopsis [48]. Tammit MYB tpaHckpHIIiitHAI
¢axrop — MYBS3 Takox (yHKLIOHYE SIK HEraTHB-
Huit perynstop CBF-curnanpHOro noisixy y pucy,
ajle MO)KE ITO3UTUBHO BIUIMBAaTH Ha CTIAKICTHL OO
HU3BKUX Temneparyp [56]. Pocnuau pucy 3 Hagex-
crpeciero reHa MYBS3 xapakTepu3yBajucs IiJBU-
LIEHOKO CTIMKICTIO 10 HU3bKUX O3UTUBHUX TEMIIE-
paryp (4 °C mpoTsiroM TuxHS 0€3 HEraTHMBHOTO
BILUTUBY Ha BpOXKail). ABTOpW TPHUIYCKAIOTh, IO
ockinbky CBF-msix mBuaKo akTUBY€THCS Y BiIIO-
BiJlb Ha X0JIOfOBHI cTpec, a MYBS3-BinmnoBins €
MOBUIBHINIOKW, TO I HUISXH € TOCHIZOBHUMHU 1
KOMITJIEMEHTAPHUMH Y BIJMOBiI Ha KOPOTKOTPH-
BaJMi 1 JTOBrOTPUBAIUI XOJOIOBUI CTpec y pH-
cy [56]. llle omHMM HETaTUBHUM PETYISITOPOM EKC-
npecii CBF-reniB € ZAT12 [57].

B3aemonis CBF-renis
i IMPKA/IHOTO0 TOIMHHUKA

I'ean CBF1, CBF2 ta CBF3 Arabidopsis pery-
JOIOTHCS TUPKATHUM TOJUHHUKOM, TOOTO iHTEH-
CUBHICTb IXHBOT €KCIIpecii 3aJIeKUTh BiJ] Yacy 3a ro-
JUHHHUKOM, KOJIM MTOYaB AiATH CTUMYJ (HU3bKa TEM-
nepatypa). Ll perynsiis 3miHCHIOETbCS dYepes
MO3UTHBHY Jil0 JBOX TOJIOBHMX KOMIIOHEHTIB TO-
muaHanKa: CIRCADIAN CLOCK-ASSOCIATED 1
(CCA1) ta LATE ELONGATED HYPOCOTYL
(LHY) [58]. ¥ pocnuH 3 TOABIHHOI MYTaIliEr0
ccal-11/lhy-21 ingykuis xomomoMm reHiB CBFI,
CBF2 ta CBF3 cunpHO TIOpyIIIeHa, a IUpKaIHa pe-
rymsuis rediB CBFI ta CBF3 cunbHO OOMeExeHa,
nupkagHa perynsnis CBF2 TPONOBXKYEThCS, aie
aMIUTiTyAa 3MeHIIeHa. Kpim 11p0ro, y Takux pociuH
MOpyIIeHa IUPKaTHA PETYJISMisl Ta THAYKIIA —XO-
noa-perynboBaHux reHiB  COLD-REGULATED
GENE 154 (COR154), COR47 ta COR78. ls mo-
JIBilHA MyTallig COPUYMHSE MOPYLUIEHHS MOPO30-
CTIMKOCTI SIK 3arapTOBaHMX, TaK 1 HE 3arapTOBaHUX
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pociuH. Pe3ynpraT BKa3yloTh Ha 3B’ 130K MK IUP-
KaJHUM TOAMHHHUKOM 1 HaOyTTSIM MOPO30CTIHKOCTI,
a Taki KOMIIOHCHTH ITMPKAaTHOTO TOAWHHHKA, SIK
CCAl Ta LHY, € MO3UTUBHUMH pETyISTOpaMU
3yMOBIICHOT X0J1010M iHAyKIliT CBF-reHiB [58]. Kpim
TOTO, MOKA3aHO, IO 1HII KOMIIOHEHTH IIMPKaTHOTO
TOIMHHHKA MOXXYTh OyTH HETaTHBHUMH PETYISITOpa-
Mu ekcnpecii CBF-reniB. Hanpuknaza, y pociuH 3
noTpiHO MyTartiew prr9-11/prr7-10/prr5-10 mo-
PYIIy€eThCSl LUPKAHA PEryssilis Ta XOJIOJOBa iH-
nykiist CBF-reHiB i piBeHb IXHBOT eKcIpecii 3aiu-
IIA€ThCSl BUCOKUM HaBITh 32 KIMHATHOI TeMIIepary-
pu, T00T0 PRRY, PRR7 Ta PRR5 € HeratuBHrMH
perynstopamu excrpecii CBF-reHis [58].

Herarusaum perynsatopom excrpecii rena CBF?2
(DREBIC) € Phytochrome-Interacting Factor7
(PIF7), BiH ai€ miJi KOHTPOJIEM IIUPKAJHOTO TOIAMH-
Huka [59]. Y npomortopHoMy perioHi rena CBF2
MICTUTBbCS crHenudiyHa peryisTopHa IOCIiI0B-
HicTh G-boX, TakuM 4YMHOM OyJ0 TOKa3aHOo, IO
PIF7 cnienudivno 3B’ SI3y€ThCA 3 i€ MOCHTIIOBHIC-
TIO 1 JIi€ SIK TPAHCKPUMIIHHUI penpecop. Perysiis
PIF7 3milicHIO€ThCS Yepe3 IUPKAIHUA TOAUHHUK 1
HOTo eKcIpecisl He 3alIe)KUTh BiJl J1ii HU3BKOT TeMIIe-
parypu. Heraruna perysiis reaa CBF2 € BaxIu-
BOIO JIJIS1 3aII00IraHHs 3aTPUMIIL POCTY POCIMHHU Ue-
pe3 HakonuueHHs Oinka CBF2 3a yMOB BiicyTHOCTI
cTpecy (aii Hu3bKOi TeMneparypu) [59].

PeryanoBaHi X0J10/10M reHH
(Cold Regulated — COR-genes)

HinpoBuMu renamu uist peryismii CBF-Tpanc-
kpunuiitaumu  ¢akropamu € COR-rean (Cold
Regulated), ToOTO reHu, eKcIIpecist SIKUX 3MIHIOETh-
csl miA A€o HU3bKUX Temmeparyp. Lli renu mpen-
CTaBJIIOTh YK€ OB €(PEKTOPHY YaCTUHY IIIISAXY
BIJIMIOBi/JII POCIMHK Ha XOJOAOBUH cTpec. Y CBOiX
npomotopax COR-renn mictate CRE (C-repeat) —
LUC-PETYISATOPHI €JIEMEHTH, 3 SIKUMH 3B’ SI3yOThCS

CBFs

CRT

Puc. 2. CBF-perynon (ABK-ne3anexxunit nsx) [61]

CBF-tpanckpuniiiiiai (pakTopu Ta iHIYKYIOTh €KC-
npecito COR-TeHiB y BiANOBi(b HA HU3bKI TEMIIEpa-
TypH (puc. 2) [60].

IMponykramu COR-reHiB € edekTopHi OiNKH,
II0 TOTYIOTh POCIUHY 10 HACTYITHOTO XOJIOJJOBOTO
CTpecy, 3aXHIIAI0Th BiJl OMIKOHKEHHS 3aMOPOXKY-
BaHHSM, TOOTO 3a0e3MeYyl0Th MEXaHI3MU BHXKH-
BaHHS POCIMHM IiJ Yac Ail HU3bKUX TEeMIeparyp.
Cepen nponyktiB COR-TeHiB € aHTU(HPHU30BI O1I-
KH, aHTHOKCHIAHTHI €H3UMH, €H3HMH, 1[0 BIIMOBI-
JIAI0Th 3a 3MiHY TpOIECiB MeTaboli3My 32 yMOB
ctpecy [24; 62; 63]. OcuosHi rpynu COR-reHiB
(BiZMOBIAHO, TXHI TIPOAYKTIB) IalOTh MOXXJIUBICTh
npUOIU3HO ySIBUTHU TOJIOBHI MEXaHi3MHU, 10 3a0e3-
MEYYIOTh MOPO30CTIHKICTh POCIHH.

1. 3HCBOI[HCHH$[ € OJHUM 3 OCHOBHUX KOMIIOHCH-
TIB cTpecy 3amopoxyBaHHs (freezing stress). Yactu-
Ha COR-TeHIB KOAyIOTh OiTKH-meriapunu. [lerinpu-
HU Haytexath 1o rpynu I LEA (Late Embryogenesis
Abundant) 6inkiB. Bonu € cuibHO rigpodinbHIME i
HAKOIMMIYIOTHCS Y BiIMOBIIb HA CTPECH 3 KOMITOHEH-
TOM 3HEBOJHEHHS, 30KpeMa CTPEeC 3aMOPOXKYBaHHS
Ta ocMOTHYHHU cTpec [63]. JlerinpuHu MaroTh Ji-
3uH-Oaratuii MmotuB (K-cerMeHT), a Takox € OGaratu-
MU Ha TTIVH Ta MOJSIPHI aMiHOKHMCIOTH. Pob neriz-
PHHIB y BIJIOBiJi Ha XOJOIOBUH CTpec MOxe OyTu
OB’ s13aHa 3 TXHBOIO 3MATHICTIO CTa01TI3yBaTH MEMO-
paHu 3a yMOB 3HeBOAHEHH [64]. OnuH 3 Halikpaiue
0XapaKTEPU30BaHUX T€HIB IMIIICHHUIII, EKCIIPECIs KO-
IO 3MIHIOETBCSI Y BIJIMOBiAb HAa XOJOAOBUHM CTpec,
WCS120, nanexuts 10 Cor/Lea cyneppoavnu i mae
3Ha4YHy TOMOJIOTIIO 3 JeriipuHaMu stumeHto. Hako-
nmueHHs 0imkiB WCS120 mig yac nporiecy 3arapro-
BYBaHHS IMIICHUIII MO3UTHUBHO KOPENIIOE 3 MOPO30-
CTIMKICTIO POCIMH TIeHui [65]. Byio HaBiTh BU-
CIOBNIEHO mpumymeHHs, mo WCSI20 wmoxe
BUKOPHCTOBYBATUCS SIK MOJICKYJSIDHHUIA Mapkep Mo-
poszocriiikocTi [63]. JocmikeHHs Ha SYMEHIO TIOKa-
3aJii, M0 ICHY€E 3B’A30K MIDK MOPO3OCTIHKICTIO Ta
cneuniYHUMHU aJesIMU TeHiB JIETiIAPUHIB sIYMEHIO.
BinnoBizHO 0 pe3yNbTaTiB JOCIIIKSHHS, KOMOIHO-
BaHA IIPUCYTHICTh 6-HYKJICOTUAHOI IHCEpIii B €K30Hi
1 rera Dhn4 ta 30-HyKJIeoTHIHA AeJeCllis B €K30HI
1 reHa Dhn7 acouiiioBaHi 3 MiZIBULIICHUM PiBHEM MO-
PO30CTIHKOCTI STAMEHTIO [66].

2. Ilig 4gac xomomoBOro crpecy BiAOyBaeThCs
YTBOPEHHS TMiJABHUINEHOI KIJTBKOCTI pPEaKTUBHHUX
(hopm kucHro (ROS), 1110 MOXKe CIPUYHHUATH 3HAYHE
MOIITKO/DKEHHS KIIITHHHHUX CTPYKTYp. OTXKe, 1HIIO0
BaXIUBOK TIpynoto COR-TEHIB € TeHU aHTUOKCH-
nmantHux en3umiB (ROS scavenging enzymes) Ta
(hepmeHTiB, 0 OEpyTh y4acTb Y CHHTE31 aHTHUOKCH-
nanTHUX cnonyk [24]. [Tokaszano, 1o 3a yMOB X0JI0-
JIOBOTO CTpECY eKCHpecis 'eHiB aHTHOKCUAAHTHUX
CH3UMIB MiJBUIIYETHCSA, 30KpEMa TAKUX CH3UMIB,
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sk cynepokcugaucmyTasa (SOD), ackopbarnepok-
cunasa (APX), karanasa (CAT), miyTaTioHIEepoK-
cunasza (GPX). Ii en3umu 6e3nocepeIHbo 3amyde-
HIi y HeHTpami3amii peakTUBHUX ()OpPM KHUCHIO.
Kpim TOr0, Y BIINOBiIb HA XOJOIOBHI CTPEC AKTH-
BY€TBCSI €KCIIPECisl TEHIB €H3MMIB, IO HAJEXKATh
JIO MUTSIXiB O10CHHTE3Y aHTHOKCHJIAHTHUX CITOJIYK.
Hampukian, xankoHECHHTa3a Ta XaJKOHiZoMepe3a
€ TIPEJICTABHUKAMH IIi€1 APYyroi Tpynu Ta 3ajaydeHi
B CcHHTe31 (pIaBOHOINIB, BTOPHHHUX METa0ONITiB
POCIIHH, IO BIJIOMI CBOEI0 (PYHKIIEI SIK aHTHOK-
cunanTu [67].

3. I'ernu aHTH(HPU30BUX O1JIKIB Ta O1JIKIB-1HT101-
TOPIB peKpHCTali3alii JbOAY CKJIAJAIOTh LIe OJHY
BaxuBy rpyny COR-reHiB, HEOOXITHUX IS 3a-
0e3MeYeHHs MOPO30CTIHKOCTI POCIUHHU. AHTH-
¢pusori 6iku (AFP) BigkiIamaroTh 3aMOpOXKYBaH-
HS 4epe3 3HIDKCHHSI TeMIIEPaTypH, KOJH MOYHHA-
€ThCS 3aMep3aHHsA (TOYKW 3aMep3aHHs, freezing
point). bigpmicTs aHTU(PPU30BUX OiNKIB HaIpaB-
JISIOTHCSI B AIIOILIACT, TOMY IO, TIOPiBHSIHO 3 IIATO-
30JIeM, MO3aKIITUHHA PiiMHA MA€ HIKYY KOHIICH-
TpaIiio PO3YMHEHNX PEUOBHH, IO 3yMOBIIOE IO-
YaTKOBO BMIIY TEMIIEPaTypy (TOUKY) 3aMep3aHHSI.
[ikaBo, 1m0 aHTH(HPHU30Bi OIJIKK BBAKAIOTH CIOPI-
HEHUMH 70 OINKiB, HEOOXiTHUX I BiAmOBimi Ha
nito marorena (PR proteins, pathogen-related) [62].

Koun mounHaeTbest 3aMep3aHHs, KPUCTAJIHN JIbO-
oy (HopMyrOTBCS TEpEeBaXHO B IO3aKJIITHHHOMY
npocropi. Lli kpucranu 30UIBIIYIOTECS B PO3MIpi
MIpOIO TOTO, SK BOJAa BHXOOHUTH 3 IUTOIUIA3MH B
aroIuIacT y mnpoleci CIPUYMHEHOTO 3aMOPOXKYBaH-
HSAM 3HEBOJHEHHS. PicT IMX KPHCTAIMKIB JIbOLY
CIPUYHMHSAE MeXaHIYHE TMOIIKOMKEHHS KIITHHHHUX
MeMOpaH [68]. Binku-iHrioiTopu pekpucramizarii
meony (Ice Recrystallization Inhibition (IRI)
proteins), ik IOKa3aHO, 3B’ A3YIOThCS 3 KPUCTAITMKA-
MH JbOLYy Ta iHriOyIO0Th iXHiH picT (301NBIIEHHS
po3Mmipy) Ta pekpucTtanizaiiio [69]. Sk BBaxkaeThCs,
IRI-0i1KM MarOTh TOBEPXHIO IS 3B’ sI3yBaHHS KPHUC-
TanukiB Jibony (ice-binding surface — IBS) [70] i
37aTHI 3B’A3yBaTH KPHCTAIU JIOAY HECHEenU(pidHO
yepe3 BOJHEBI 3B’SI3KM Ta BaH Jep Baanbcosi B3ae-
monii [62]. T'enu, mo koxytots IRI-Oinku, mocmi-
JOKyBaJIMCS Ha OararopiyHOMy paiirpaci [46]. JIBa
reHd IRI-OGinkiB MO3UTUBHO PEryIIOIOTHCS MiJ] Yac
XOJIOIOBOTO 3arapToByBaHHs. [Ipu mepeHeceHHi 10
Arabidopsis nea rean IR1 6inkiB paiirpacy (LpIRI-a,
LpIRI-b)  MiABUIIYIOTH  BW)XKHBAaHHSA  POCIUH
Arabidopsis, 10 HaAAEKCIPECYIOTH 11 TEHU IIiJ Yac
CTpecy 3aMOpoXKyBaHHS [46].

4. IIpocTi IyKpu MOXYTb BifirpaBaTu poib OCMO-
MPOTEKTOPIB T Yac XOJIOJJOBOTO CTPECY Ta MEBHOIO
MIpOIO TOMNepeKaTH 3HeBOHECHH. HakomuueHHsI
TaKHUX MPOCTHX IYKPIB, K padiHO3H, TPETATIO3U T

IyKpo3a, BIJAMOBIIHO J0 pe3yJbTaTiB A0CIIIKCHb,
MO3UTUBHO KOPEIOE 3 MOPO3OCTIHKICTIO POCINH
[71]. M. VYiundinen (M. Winfield) i komern [61]
MPOIEMOHCTPYBAJIH, LIO ITi]T 4ac MPOIECY 3arapTo-
BYBaHHS POCJIMH TIICHHIN BiJIOYBAa€ThCSA 3HAYHE
MiJBUIICHHS eKCIpecii reHa rajJakTUHOJICUHTAa3!
(GolS). 'anakTrHONCHHTA3a € MEPUIUM €H3UMOM
Ha HNUIIXy 610cuHTE3Y padiHOo3H, OTKe, MiABUIECHA
ekcrpecis reda GolS MOTSHIIIHO MPU3BOAMUTH 10
HaKOMHUYeHHs O1MbIIoi KibKOCTI padiHOo3H, WO,
BIJIITOBITHO, JIi€ IK OCMOIIPOTEKTOPH ITiJT 4ac XOJI0-
noBoro crpecy. Lli pe3ynpratu MOXKYyTh BKa3yBaTH,
0 TeHW NUIAXiB OIOCHHTE3y MPOCTHX IIyKPiB
CKJIAJAI0Th Ie OAHY BaxuBy rpyny COR-reHiB.
B iHOmIoMy MOCHTiKEHHI MOKa3aHO POJIb HAKOIH-
YeHHs MIiuH-0eTainy M1l MOPO30CTIUKOCTI [46].
Pocnaunau, ski HaKOMWYYIOTh OUIBINY KIJTBKICTh
DTiUH-0eTaiHy, XapaKTepU3yIThCs BHUIIUM PiB-
HEM MOPO30CTIHKOCTI, MO 3a0e3Meuy€eThCcsl Kpa-
UM 30epexeHHAM IUTICHOCTI MEMOpaHH MiJ [i-
€10 XOJIOZIOBOTO CTPECY, a TAKOXK BUIIOI AKTHB-
Hictio H*-ATPa3u [46]. [I03uTHBHO BIUITMBATH Ha
MOPO3O0CTIHKICTh POCIHH MIICHUIII MOXE TaKOX
HAKOMHMYCHHS ONirocaxapuaiB — MEeBHUX Oioak-
tuBHUX ouirocaxapuaiB [10]. IIpucrocyBaHHIM
JI0 BIDKMBAHHS 32 YMOB MOPO3HOIO CTPECY TaKOXK
MOke OyTH HAKOITMYCHHS MPOJIiHY Ta ()eHOIBHHUX
cronyk [72].

5. Tlix yac mporecy 3arapToByBaHHS pi3Hi ajiar-
THUBHI 3MiHH BiI0yBalOThCS B KOMIOHEHTAX KITITHHHOI
CTPYKTYpH 1 B IUTOCKENETI 30KkpeMa. Ha mouarkoBux
CTaIisIX 3arapTOBYBAHHS BiI0yBa€ThCS PEOPraHi3allist
MIKpOTpyOOUOK J1st (hopMyBaHHs (OPM MIiKPOTPYOO-
YOK, OLbII cTabUILHUX 32 YMOB XOJIOOBOIO CTPECY.
L1i mporiecu Takox 3ajexarh Bix qU(epeHIiiHOT eKc-
npecii TeHiB, gk OyJI0 MOKa3aHo, TeH alb(a-TyOylliHy
weal8g 11 1HIYKYETBCS M Yac MPOIECy 3arapToBy-
BaHHs y mieHuti. [IpogyKT 11boro reHa, ik BBaXka-
I0Th aBTOPH, 3TyUSHUH Y TIPOIIECi PEryIbOBAHOT XO-
JIOIOM peopraHizaiii mutockenery [73].

6. O1H 3 peryb0BaHUX XOJIO0JI0M T'eHIB MMIICHH-
ui — WCSPI, xonye OUIOK, 10 Ma€ JIOMEHHW IJis
3B’sI3yBaHHS HYKJICTHOBHX KHCJIOT Ta CTPYKTYpHIi
XapaKTEepUCTUKH, CIUIBHI 3 OaKTepiadbHUMHU Oifka-
MU 3 TPynu OIJIKIB XOJOIOBOTO IIOKY [74]. Binok
WCSP1 romonoriunuii nepeBaxkuo 3 CspA (cold
shock protein A) Escherichia coli, mae nsa PHK-
3B’A3yBaJIbHUX JIOMEHH. Y MPOKapioTiB mpolec,
CXOKHI Ha TIPOIEC 3arapTOBYBaHHS, HA3UBAETHCS
«BIONOBi Ha XxojogoBuii mok» (cold shock
response), el Mporec BiIOyBA€ThCSA 32 HU3BKUX
TeMmeparyp i Halikpaie nociuimpkenuit y E.coli. bi-
1ok CspA e Halikpallie 0XapakTepU30BaHUM 3 OLTKIB
XOJIOJIOBOTO IIOKY i ckJiagae 0nm3bko 10 % ycix 6in-
KiB, 10 CHHTE3YIOTh ITiJ] 4ac MPOIeCy «BiIOBIII HA
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xomonoBuid mok». llei Oimok (CspA) y E.coli
3B’s3yeThes 3 PHK 1 necrabimizye i BTOpuHHI
CTPYKTYpPH, OTXKeE, K BBAXKA€ThCA, BiH 3a0e3meuye
TPaHCIISALIIO 32 HU3BKUX TEMIIEPATyP, IIePEIIKO/Ka-
FOYH YTBOPEHHIO BTOpuHHUX cTpykTyp MPHK. MoOXx-
nuBo, 6inok menutli WCSP1 Bigirpae cxoxy poib
y pocnuH [74].

binxoBi npoxyxtu ommcanux COR-reniB (Cold
Regulated genes) nudepeHIiitHO HAKOIMYYIOTHCS B
pOCAHMHAX 3 PI3HUM PIBHEM MOPO30CTIMKOCTI: SIK
MIPABUIIO, OLTBIIT MOPO3OCTIHKI POCIIHHHU IIiJT Yac Mpo-
LIECy 3arapTOBYBaHHS HAKOMUYYIOTH OLTBIIY KiJib-
KiCTh JICT1IpUHIB, aHTH(PPHU30BUX OLITKIB, OLTKIB-1HTI-
0ITOpiB peKpUCTANI3aIl] JILOMY TOIIO, MOPIBHAHO 3
MEHIII MOPO30CTIHKIMH pOCITHHAMH. Bru3HaveHHs 3a
JIOTIOMOTOF0  CHIeM(IYHUX METOMIB HaKOMHUYEHHS
ux OUTKOBHX MpoaykTiB COR-TeHIB MOXKe TOKa3a-
TH, SIKI MEXaHi3MH 3a0e3NeYeHHS MOPO30CTIHKOCTI
TepeBa)kalOTh IS IEBHOTO BUTY pOCiHH (200, MOX-
JIMBO, TIEBHOTO T'€HOTHUILY). AJNIETEpPHATUBHO, BiAMIH-
HocTi B ekcnipecii COR-TeHIB MOXYTh BU3HAYATHCS
Ha piBHI TpaHcKpunuii. OJHAaK NPUYUHOIO PI3HOTO
piBHs ekcripecii COR-TeHIB MIX POCIHHAMH 3 pi3-
HHUM piBHEM MOPO30CTiHKOCTI MycCsITh OyTH BiIMiH-
HOCTI Ha PiBHI TPAHCKPUIIIHHUX (PaKTOPIB, «TOJIOB-
HHUX DPEryJsATOpiB», OTKe, YacTo caMe TPaHCKPHII-

MiAHI  (QaKTOpH PO3MISATAOTBCS SIK T JUIs
MOXITUBOTO TIOKpPAIleHHS] MOPO30CTiHKOCTI Cijlb-
CBKOTOCIIOZIAPCHKO BAXKIIMBUX KYJIBTYDP.

BucnHoBkn

Haiikpame mociiKeHUMH TPaHCKPHUIIIHHAME
(akTopamH, IO PEryNTOI0Th PO3BUTOK MOPO3OCTii-
kocti pociuH, € CBF-Tpanckpumiiiiiai Gakropu, sKi
Oyro Briepie inentudikoano y Arabidopsis thaliana,
a TOTIM BUSIBJICHO Yy 0araTbox BUJIIB pocivH. Excrpe-
cist CBF-TeHiB peryimoeThesl IO3UTUBHUMU Ta Hera-
TUBHUMH PETYJIATOPaMH Ha PiBHI TPAHCKPHIIIIii, & ro-
noBHUi nozutuBHUi perynsitop CBF reniB — ICE1 —
PETYIIOETHCS Yepe3 CYMOLTIOBAaHHS Ta TPOTEACOMHY
nerpaganiro. CBF-tpanckpuniiiini ¢akropu pery-
Tor0Th ekcnipecito COR-TeHiB, 10 MalOTh y CBOIiX
MPOMOTOPAX BiAMOBIIHI IUC-PETYIATOPHI EIEMEHTH
(C-repeat). [Iponykramu ocHoBHUX rpynt COR-reHiB
€ OUIKU-JET1ApHHY, aHTU(PH30B1 OLTKK Ta OLIKH, IO
TIOTIEPEDKAIOTh PEKPUCTATIZAIII0 JIOIY, AHTHOKCH-
JAHTHI €H3UMH, (PePMEHTH NUIAXiB O10CHHTE3y Mpo-
CTHX ITyKpIB Ta IHIIUX OCMONPOTEKTOPIB, TOOTO TEB-
Hi OLTKH, 1110 320€31e4yI0Th IPUCTOCYBAHHS POCIMHU
JIO XOJIOJIOBOTO CTPECY/BYKHBAHHS IIiJT Yac 3aMOpo-
JKYBaHHS.
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T Iefimenko, M. Antonyuk

MOLECULAR MECHANISMS OF PLANT TOLERANCE
TO LOW TEMPERATURES

Low freezing temperatures is one of the most important abiotic stresses which cause severe injury and
yield reduction in agronomically important plants. Freezing tolerance is greatly increased during a process
of cold acclimation, which is an adaptive process taking place at low non-freezing (above zero) temperatures
in plants and includes different physiological, biochemical and molecular changes. Plants can sense low
temperatures to induce cold acclimation through alterations in membrane properties. CBF (C-repeat
Binding Factors) are the main transcriptional regulators of freezing tolerance in plants, which regulate
expression of many COR (Cold-Regulated) genes. Expression of CBF-genes is also regulated at
transcriptional level by positive and negative regulators. Among COR-encoded products are dehydrins,
antifreeze proteins, ice recrystallization inhibition proteins, antioxidant enzymes, and enzymes for
biosynthesis of sugars and other osmoprotectors.

Keywords: abiotic stresses, freezing tolerance, transcriptional factors, COR-genes, dehydrins,
antioxidant enzymes, osmoprotectors.
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IMAJITHOJIOI'TYHA BUBYEHICTbD BIIKJIAAIB BEPXHbBOI'O
IJIEVCTOLEHY - TOJIOIEHY 3AXIJTHUX PETTOHIB YKPATHH

Y ecmammi npeocmasneno pesynomamu ananizy naniHoN02iHUX XapaKkmepucmux 8i0ka1aoie 6epxubo-
20 naelicmoyeny — eonoyeny Yrpaincokux Kapnam, 3axapnammsa ma Ilpuxapnamms,; oyineno cmau
NANIHONO2IYHOT 8UBYEHOCNT DOCIIONCYBAHUX BIOKAAOI8 Y NPOCOPI MA 4aCi; PO32NA0AIOMbCI MONCIUBOC-
mi 3aCcMOCYB8aHHS Y3A2ANbHEHUX NALEONANIHON02IYHUX Mamepianie 015 demanizayii nareopropucmuy-
HUX PEKOHCMPYKYIl, BUHAYEHO MOOENbHI MAKCOHU, NePCneKmueni 0l noOaIbWux naieodomaHivHux
docnidcens.

Ku1104oBi cJi0Ba: naneonaiiHoOr s, BEPXHIN TUIHCTOIICH, TOJIOIEH, YKpaiHa.

Beryn

PexoHCTpyKIis 3MiH POCIMHHOTO TOKPHBY Ta
KJIIMaTy Ha TepUTOpIi 3aXiHUX oOnacTed YKpaiHu B
KBapTepi 0a3yeThcsl Ha pe3yibTaTax Majeo0O0TaHiy-
HUX JIOCTIKEHb, Cepell AKUX MPOBIIHE MICIIE MOCi-
JIa€ METOT CIIOPOBO-TIMIIKOBOTO aHawi3y. Ha cygacHo-
My eTari pO3BUTKY MaJIHOJOTI] BiIKJIa liB BEPXHBOTO
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IUICHCTOLIEHY — TOJIOIEHY MOTPIOEH SIK KPUTHIHHUH
aHaJIi3 ICHYIOUHX JIAHUX, TaK 1 HampaltoBaHHs HOBUX
MarepiaiiB. AKTyalbHOIO Ta NEPCIEKTUBHOIO € Ta-
KOK OI[IHKA y3arajbHEHHX MaJcoNnaliHOMIOTIYHUX
JIAHUX Y KOHTEKCTI MOXJIMBOCTI IXHBOTO TMOJIANTBIIO-
IO 3aCTOCYBaHHS SK JUIs 1T JeTasmi3allii Ta BHe-
CEHHS KOPEKTHB y Malie000TaHI4Hi, MaJIe0CKOIOTi4-
Hi, MaJCOKJIIMATHYHI Ta ICTOpUKO-(piToreorpadivHi



