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% l[unortepmusi, 3acyxa, 3acosieHde ¥ TsKeJsble MeTajlibl — HauboJiee pacrpocTpaHeHHble CTPeccoBble (DAaKTOpPbl, HEraTHBHO
BJIMSIIOLIME HA POCT M pa3BUTHe pacTeHuil. PacTeHusi Ha 3TH cTpeccoBble (haKTOPbI PearupyoT Ha MOJIEKYJSPHOM, KIE€TOYUHOM
1 (DU3UOJIOTHUECKOM YPOBHSIX U€pe3 CJIOXKHYIO CEThb BOCIPHATHS W Tepeiayd CHIHAJIOB CTpecca, KOTopast BMOCJHEACTBUH MHHU-
MUpyeT MHOXKECTBO 3alIUTHBIX MeXaHU3MOB. BarkHellIUMU peryJsitopaMd aGHOTHYECKUX CTPECCOBLIX PeaKIMi, KaK U APYrux
CHMTHAJIbHBIX MyTeH, ABJSIOTCS TPAHCKPUITLUHOHHbBIE (PAKTOPbI, KOHTPOJIHPYIOLIHE SKCITPECCHIO MHOTOUMC/IEHHBIX 3aLLIUTHBIX F€HOB.
B orBeT Ha JeiicTBHe aGHOTHUECKHMX CTPECCOBBLIX (haKTOPOB B PACTEHHSX aKTUBHUPYIOTCS TPAHCKPHUIIHMOHHLIE (PAKTOPHI, OTHO-
CALLMECs] MPEeXKAe BCEro K ceMeicTBaM AP2/ERF, WRKY, MYB, NAC u bZIP MHOrouncieHHble TeHbl TPaHCKPHUITLMOHHBIX
(hakTOpPOB MOTYT ObITb MCMOJIL30BAHbI MPH CO3JIAHHK CTPECCOYCTOMUYUBBIX TPAHCTEHHDBIX H F€HETHYECKH PEJaKTHPOBAHHbIX CeJb-
CKOXO3SIHCTBEHHBIX pacTeHUH. [eHbI 3THX TPAHCKPHUIIMOHHBIX (DAaKTOPOB TaKyKe TMPEACTABJSIOT GOJbIION HHTEpeC B KauecTBe
MHUILEHEeH MpU MapKep-OpHeHTHPOBAHHON CeJIeKIUH KyJIBTYPHBIX pacTeHuH. JlaHHblfi 0630p MOCBsLLEH pacCMOTPEHHIO OCHOBHBIX
TPYMI TPAHCKPHUIIMOHHLIX (PAKTOPOB U HUX FEHOB, YYaCTBYIOIIUX B OTBETE PACTEHWI Ha THIIOTEPMHUIO, 3aCyXy, 3aCOJIleHHe U BO3-
JIeHCTBHE TSIXKEJbIX METAJIIOB.

% KitoueBble cioBa: TPAHCKPUITUHOHHBIE (PAKTOPbI; AOHOTHUECKHE CTPECC; THITOTEPMHUST; 3acyXa; 3acoJIeHHE; TsKeJlble MeTalIbl;
AP2/ERF; WRKY; MYB; NAC; bZIP.
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% Hypothermia, drought, salinity and heavy metals are the most widespread stress factors negatively affecting plant
growth and development. Plants respond to these stress factors on molecular, cellular, and physiological levels through
the complicated mechanisms of signal perception and transduction, subsequently inducing various defense mechanisms.
Transcription factors controlling the expression of numerous defense proteins are the most significant abiotic stress re-
action regulators. Mainly, the negative environmental influence activates the AP2/ERF, WRKY, MYB, NAC, bZIP tran-
scription factors. The numerous transcription factors genes can be used in genetic engineering of agricultural crops resis-
tant to abiotic stress. These genes are also of great interest in marker assisted selection of cultivated plants. This review
is dedicated to description of transcription factors and their genes, involved in plant response to hypothermia, drought,
salinity and heavy metals.

# Keywords: transcription factors; abiotic stresses; hypothermia; drought; salinity; heavy metals; AP2/ERF; WRKY; MYB;
NAC; bZIP.

BBEJIEHUE

Ha cesbcKOX0351/ICTBEHHbIE  KyJIbTYpbl ~ HEraTHBHO
BJIUSIET MHOXECTBO CTPECCOBBIX (DAKTOPOB, OCHOBHBIMH
M3 KOTOPBIX fABJAIOTCA THIOTEPMHUSA, 3acCyXa, 3aCOJICHHE
U TshKeJible MeTa/ulbl. B CBSI3W ¢ NMpHKpelJieHHbIM 00pa-
30M JKH3HH PACTEHHS BbIHYXKIEHbI TPHCIOCAONHBATLCSA

K HeOJIaronpuATHBIM  aOMOTUYECKUM YCJOBHUAM CPEABI.
B orBer Ha cTpeccoBble BO3JEHCTBHS B PAaCTEHHSX aK-
TUBHUPYETCS MHOXECTBO peryjasiTopHbix cucteM. OjHa
U3 NEePBbIX PEaKUUi HA CTPECC y PAaCTeHUH — MOBbILIE-
HHE YPOBHSI aKTHBHBLIX (DOPM KHCJIOPOJA, KOTOPbIE MOTYT
NPHUBECTU K TMOENH KJIETKH B PE3yJbTaTe X HEraTHBHOTO
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BO3/eHCTBYUSA Ha O€JIKM, JIMIHAbl U HYKJIEHMHOBblE KHCJIO-
Tl [1]. Ilpu moOBBbILIEHHH YPOBHSI aKTHUBHBIX (DOPM KH-
CJIOPOJla B PACTEHMsIX aKTUBHPYETCS CJOXKHO YyCTPOEHHas
AQHTHOKCUJAHTHAsl CHCTeMa, KOTOpasi B HOpMe HaXOIHUTCH
B PaBHOBECUM C IPOOKCHIAHTHOH cucteMoil. B Lesom
YCTOHYHBOCTb PACTEHHS] K TOMY WJIM MHOMY CTPEeCCOBOMY
thakTOpy OrnpesessieTcsl KCIpPeccHeldl MHOXeCTBA T'eHOB,
KOJMPYIOLIMX 3alluTHble Oesiku. OjHaKO BaKHeHIIHMH
peryjsitopaMu BceX aOHOTHYECKHX CTPECCOBLIX peak-
u# ABJASIOTCS TpaHcKpunuuoHusle daktopsl (TD), xo-
TOpble KOHTPOJIMPYIOT TPAHCKPHIILUIO TEHOB, KOAUPYIO-
LIKX 3alluTHble OesikM. MOXKHO MoJlaraTb, YTO B OTBETE
Ha CTpeccoBble BO3ACHCTBHS y4aCTBYIOT BCe OCHOBHbIE
rpynnel T®, ogHako HEKOTOpbIe HX CeMeNCTBa BCe e 3a-
JeHCTBOBAHBI B 3TOM B Oogbluell crenenu. B unenom Td
pPacTeHUH B 3aBUCHMOCTH OT TOMOJIOTHH TI€PBUYHOH U BTO-
puunoit crpykryp HHK-cBs3bIBalolero gomMeHa MOXKHO
pasnesuTb Ha YeTblpe OOJblUME IPYIIbL: epBasg — ¢ J10-
MeHaMM, 00OrallleHHbIMH OCHOBHBIMH aMHHOKHCJOTaMHU,
THNA «JeHLIMHOBas 3acTexKa-MoJsHus» (leucine zipper);
Bropas — c¢ JHK-cBsgbiBaowumy J1oMeHaMu THNA
«IIMHKOBBIE MaJsblbl» (zinc finger); TpeTbss — ¢ n0MeHa-
MU THMa cnupaib — mnoBopoT — crupans (Helix-Turn-
Helix); uetBeprasi — c jomeHamu Tuna Geta-ckagpdos
(B-Scaffold) [2]. Onanako 6GoJsiee ymnoGHO MOJIL30BATHCS
pasnesenvem Td Ha oTaesbHBIE CeMeHCTBA, KOTOpbIE
KJ1aCCU(HULUPYIOT MO MPUHLMIY PA3JIHUMsl B y3HABAEMbIX
LIMC-Pery/siTOPHbIX  3JeMeHTax npomortopoB. Tak, npu
a0MOTHYECKHX CcTpeccax OJHUMH H3 MePBbLIX aKTHBUPYIOT-
cst T®, ornocsimecst k cemeiicteam AP2/ERF, WRKY,
MYB, NAC u bZIP [3, 4].

Tpanckpunuuonnsle (akTopsl MPEACTABISIOT COO0H
KJIIOUEBble PeryJisiTopbl 9KCIPECCHH 3aLUUTHBIX T[EeHOB,
¥ MMEHHO TeHbl 3THX (DAKTOPOB B TOCJENHHE TOMBI BCe
yalle pacCMaTpPUBAIOT B Kau4eCTBe LIEJIEeBbIX /s CO3/aHus
CTPECCOYCTONYMBBIX TPAHCTEHHBIX PACTEHHH M B KauecT-
BE€ MHUICHEH TPH MapKep-OPHEHTHPOBAHHON CEJIEKLHMH.
BaxXHblM 3Tanom Mnpu MJaHUPOBAHUM PabOT MO TeHHOH
VHXKEHEPHUH U CeJIEKLMH KyJIbTYPHLIX pacTeHHH siBJsieTcs
BLIOOD 1IeJIEBOTO TeHa, MpUueM UMeHHO reHbl TO noaxoast
JJIs 5TOTO HaWJy4dlIUM 00pa3oM, Tak Kak MX YHCJIO JOJIK-
HO ObITb rOpa3fo MeHblle KOJMYeCTBA I'eHOB 3allUTHBIX
6enkoB. JlaHHasi cTaThsl MocBsillieHa paccmorpennio T
M UX T€HOB, KOTOpPblE CJIy?KaT KJIIOYEBLIMH PEryJ/sTopamu
OTBETHBIX PEAKLMH Ha Takue HauOoJiee aKTyasbHble JIs
KYJIbTYPHBIX pacTeHUH abGHOTHUECKHEe CTPeCCOBble (DAaKTO-
pbl, KaK TUIIOTEpMHUsl, 3aCyXa, 3aCO/IeHHE H TsKeJlble Me-
TaJJbl.

TPAHCKPUMLINOHHBIE ®AKTOPbI, YYACTBYHOLINE
B PEFYNIALMN X0N1I00YCTONYUBOCTH

Temneparypa — ofMH M3 oNpeleasioluX (PakTopoB
pacnpocTpaHeHHs1 PACTEHUH, YTO OCOOEHHO aKTyaJsIbHO IS
oOUIMPHBIX TeppuTOpuil Poccuu ¢ XO/OAHBIM KOHTHHEH-
TaJbHbIM KaumaTtoM. [lo passmuuHbIM cBeneHusiv, 6GoJee

70 % Tepputopun PoccuH OTHOCHTCS K 30HE PHCKOBAHHO-
ro 3emJe/e/usi, MPUIeM OCHOBHBIM JIMMHUTHPYIOIIMM (haK-
TOPOM 4allle BCEro BBLICTYMaeT HMEHHO XoJiofl. B mpouecce
9BOJIIOLIMM  PACTeHHs1 BbIpabOTaNu PasjM4Hble CrOCOODI
ajanTallyd K XOJOJ0BOMY CTPeccy, NpuueM GOJIbIIHHCTBO
pacTeHUi IPHOOPETAIOT XOJIOA0YCTONUHBOCTD B Pe3yJ/ibTaTe
3aKaJjiuBaHust [5, 6]. AKKJIMMAaTH3aLKs K XOJIOy 4acTo CBsi-
3aHa C YMEHbLIEHHEM MPOJIOKUTENLHOCTH CBETOBOTO JIHS.
B pesysabrare 3TOro mpekpauiaeTcs pocTt, U pacTeHHs BCe
CHJIbI HATIPABJISIIOT HA YCTOHYHBOCTD K TUNoTepMuH [7]. Xo-
JIOIOYCTOMUMBOCTL PACTEHHI 3aBUCUT HE TOJILKO OT BpeMe-
HH, HO H OT CKOPOCTH aKKJMMATH3alMH, a TAKKe OT CTaJUH
pasBUTHSI pacTeHusi. MexaHH3Mbl X0M00- H MOPO30YCTOH-
YHBOCTH BO MHOTOM CXOXKM, OJIHAKO Pa3BUTHE MOCJEIHErO
TECHO CBSI3aHO C HaKorJleHHeM caxapoB. [lpu Temnepa-
Typax, OJM3KMX K HYJI0, HHTEHCHBHOCTb JIbIXaHHS Maja-
€T, a UHTEHCHBHOCTb (hOTOCHHTE3a yBesnuuBaetcs [8, 9],
CJIeJIOBATEJIbHO, JIOCTYTHbIE caxapa MCMOJb3YITCs s
NOJJIePKAHUSA  KAETOUHbIX (PyHKUMHA. Tak, o3uMble 3/1aKu
MOTYT HaKar/JWBaTb caxapa W TeM CaMbIM aKKJIUMATH3HPO-
BaTbCSl K XOJIONy, 8 y SIPOBBIX 3J1aKOB TaKasi CIOCOOHOCTD
He BbisiejieHa [10]. [TokaszaHo, 4To Jyisi akKJIHMAaTH3aALMH
Ba)kKeH LMPKajHbIl puTM. K npumepy, pacTeHuss He MOTYT
MPOUTH aKKJIMMAaTH3ALMIO TIPH HU3KOH TemIepaType B TeM-
HOTE, JlaxKe eCJIM aKTUBHPOBAHbI 3alllUTHbIE TeHbl [ 11, 12].
Ha cHuxkeHMe TeMmepatypbl B MEPBYIO Ouepe/lb pearnpyer
mMem6paHa. [TporcxonsT u3MeHeHUst B CTPYKTYpe ee »KecT-
KocTH [13], mpuBoasiiMe K HapylLIeHHIO MPOLECCOB MPO-
HHIIAEMOCTH MeMOpaHbl JJisi BOJAbl U HOHOB, BCJIEICTBHE
9TOTO MHAYLUPYIOTCS 3allUTHbIE I'eHbl, CBA3aHHbIE C XOJIO-
JoM [14]. B pacreHusix cyliecTByeT JBa MyTH peETyJasiUH
9KCTIPECCHH T'€HOB CTpeccoycToiunBocTH: 310 ABK-3aBu-
cumble U ABK-He3zaBucumble nmyTH. ¥ ABK-HezaBHCHMBIX
T€HOB B MPOMOTOPHON 00/1aCTH OOHAPYXKEHBI LHC-3JIe-
mentel  CRT/DRE  (C-repeat/Dehydration-Responsive
Element) (A/GCCGAC) [15], ¢ KOTOpbIMH MOTYT B3aH-
MOJIeHCTBOBATh TpaHCKpUMiUoHHble (hakTopsl CBEF (C-re-
peated Binding Factor). Tananoa u ap. [ 16] nokazasmu, uto
Td WRKY, kotopble MoBbIllIaJIH YCTOHUUBOCTb K HHU3KUM
Temrnepartypam y Triticum aestivum, MOTYT TaKkxKe MpPUHAJ-
Jexatb K ABK-HesaBucumbiM nyTsm peryssiiuu. Mumyuu-
pyemele ABK reHsl B mpomoTopHOi 06/JaCTH HMEIOT Mo-
cnenoBatesibHOCTh HykJeoTHnoB ABRE (ABA-Responsive
Element) (ACGTGG/T). K ABK-3asncumbiM T® otHOCAT
npexe Bcero MYB u bZIP. OnHako He3aBUCHMO OT CBSi-
3u ¢ ABK /151 MoBBbIlIeHHSI XOJIOIOYCTOHUYHBOCTH AKTHBH-
pytorcsi Tak HasbiBaemble COR-renbl (o1 Cold Regulated),
komupytoue COR-6esku. Perynsiuusi COR-reHoB BceMH
BbillleniepeyncyaeHHbIME T® TecHO cBfidaHa W BKJIOUAET
B ce0s MepeKpecTHoe ACHCTBHE, COBMECTHYIO PEryJIsLHIO
1 OJIOKUPOBKY OT/EJBHBIX MyTeH.

Besku cemerictea WRKY npezcrapasitor co60# daxTo-
Pbl TPAHCKPUIILIMH, KOTOPble XapaKTepU3yITCs HaJuuHeM
koHcepBaruHoro JIHK-csisbiBatouiero nomena WRKY,
cocrosiero U3 60 aMHHOKHUCIOTHBIX OCTATKOB Ha N-KOH-
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e U HETUITHYHOH CTPYKTYpPbl C IIMHKOBBIMH MaJiblaMH
Ha C-koHue. [Tox Bo3neiicTBHEM X0J10/1a Y MATKOH TIIIEHH-
bl noBbllaercs: skenpeccus reHoB WRKYI16 nu WRKY34,
JIOCTHTasi MaKCHMaJIbHOTO 3HAueHHsl uepe3 CYTKH CTpec-
coBoro BoanielictBusi [17]. TloBblllleHHast 3Kcnpeccus
TaWRKY19 MArkoil mMIIEHHULBI y TPAHCT€HHBIX PaCTEHH
Arabidopsis thaliana npuBoauia K yBeJHUEHHIO YCTOHUM-
BOCTH K HM3KHM TeMIlepaTypaM 3a CueT OMOCPeIOBAHHOH
aktuBauuun COR-reHoB [ 18].

CBF/DREB (ot C-repeated Binding Factor/Dehydra-
tion Responsive Elements-Binding proteins) ortHocsiT-
¢ K aktopam TpaHckpunuuu cemeficrsa APETALA2/
ETHYLENE RESPONSIVE FACTOR (AP2/ERF). CBFI,
CBF2 u CBF3 (takxe usBectHole kak DREB1b, DREBIc
1 DREB1a cootBerctBenHO) [19] U perynupytoT sKcnpec-
cuio COR-renoB. BoisiBnieno okoso 2000 COR-renos, 1200
13 KOTOPBIX CBSI3aHBI C HU3KOTEMIIEPATYPHBIM CTPECCOM,
npu 3ToM okosio 170 u3 nux perymupytoress TO CBF [20].
Tensr CBF 6611 nieHTHGHULMPOBAHE y psifa BUAOB Poaceae,
TaKuX Kak poxb (Secale cereale)[21], puc (Oryza sativa)
[22, 23], slumenb (Hordeum vulgare) [23—25] u msrkas
nienuua (7. aestivum) [21, 23, 26, 27]. TloBblieHue
ypOBHs 3Kcrpeccuu reHoB CBF HauMHaeTcss Ha paHHeH
(hase oTBeTa Ha HU3KyI0 TeMmnepatypy. [To Mepe cHUKeHHS
TeMrepaTtypsl TpaHckpunius reHos CBF craHOBHUTCS Bce
6osiee nnTeHcnBHOH [28]. [To ApyruM fAaHHBIM, SKCIpeccHs
CBF Bo3pactaet cpagdy nocijie 06paGoTKH XOJOJI0M, TOCTH-
raeT MakcuMyma 4epe3 3 4, a 3ateM cHuxkaetcsi. COR-reHbl
AKTUBHPYIOTCS TO33Ke, HX SKCIPECCHs] JOCTHIaeT CBOEro
MakcHMyMa 4epe3 24 4 mocje Hadaja CTPECCOBOTO BO3-
neiicteusa [29]. ¥V A. thaliana 6bl10 WIEHTUHHUIIKPOBAHO
mectb reHoB CBF, cpean kortopeix CBFI, CBF2 n CBF3
yUacTBYIOT B PETyJSIIMH 3SKCIPECCHH TEeHOB, CBSI3aHHBIX
¢ HU3Koi TeMnepaTypoii [6, 30]. BoikitoueHne skcnpeccuu
renoB CBFI nnu CBF3 npuBOIMIO K UyBCTBHTENbHOCTH
pactenuit A. thaliana x xojofny nocie 3akaauBanus [31].
OpnHako MyTaHTHble pacTeHus cbf2 OblIM YCTOHUHBBI K 3a-
Mep3aHHI0 Kak B OOBIUHBIX YCJOBHSIX, TaK H Tocje obpa-
OOTKH XOJIOHOM.

Ananus sxcnpeccuu reHoB nokasan, uro CBF2 otpu-
narenbHO BaMsieT Ha TpaHckpuniuuio CBFI u CBF3 [32].
Caepxakcnpeccust renos CBF us A. thaliana y npy-
THX BMJIOB pacTeHHH WJM CBepx3Kcrnpeccust reHos CBF
u3 apyrux BunoB y A. thaliana oGecrieunBaeT MOBBI-
IIEHHYI0 MOPO30CTOHKOCTb. YCTAHOBJEHO, YTO YPOBEHb
skenpeccun renoB CBF u COR y A. thaliana, kotopble
pacTyT B TeIJIOM KJMMarte, nocje 0O0pabOTKH HU3KHMU
TeMIepaTypaMu HHXKe, YeM y pacTeHHH, pacTyLIUX ceBep-
Hee [33—35]. [ToBbllieHHas 3Kcnpeccusi reHoB CBF uacTo
MPUBOJIUT K YBEJMUEHHIO MOPO30YCTONUMBOCTH PA3JTHUHbBIX
BUJIOB pacTeHui. Tak, TOBbILIEHHAS SKCIPECCHSI B sUMe-
ne renos mnwenuupl TaDREB3, TaCBFI14 w TaCBFI5
v reda H. vulgare HuvCBF2A Bbi3biBasia MOBbILIEHHE
YCTOHUMBOCTH K 3aMOPO3KaM 3a CUeT TMOBHILIEHHS] yPOB-
HS TPAHCKPUIITOB HUXKECTOSIIIUX '€HOB-MHUIIEHEH, TAKHUX,

K npumepy, kak CORI14b v DHN5 [36—38]. Liu et al. [30]
nepenecnn ren DREBIA, perynaupyeMelil mpoMoTOpaMu
35S CaMV u rd29A, B A. thaliana, Tem caMbiM yJyullIuB
YCTOHUHBOCTb TPAHCTEHHBIX PACTEHUI K HU3KOH TemIepa-
Type, COMM W ulesoud. JlaHHbBIH TreH, TakxkKe H3 XOJO0J0-
croiikoro pacrenust Adonis amurensis (AaDREBI), 6bun
KJOHUPOBAH U MepeHeceH B pacteHus puca u A. thaliana
MOJI KOHTPOJIEM KOHCTHTYTHBHOTO npomoTtopa 35S CaMV.
Ananus noxasaJ, 4To TpaHCTeHHBIE pACTEHHs CTaMu Hosee
YCTOMYMBBI HE TOJBLKO K HM3KOH TeMIlepartype, HO U K 3a-
cyxe W 3acoJjenuio [39].

Tpanckpunimonnsie daxropsl cemeiictsa bZIP (ot ba-
sic leucine ZIPper) ydacTByloT B OTBeTe Kak Ha GHOTHUE-
CKHe, TaK U Ha aGHOTHUECKHE CTPecCoBble (akTopbl. besku
bZIP conepxkar nomen bZIP, cocrosimii U3 ABYX CTPyK-
TypHbIX KOoMMoHeHTOB: ocHoBHOH JIHK-cBsizbiBatoien
00J1aCTH U 00J1aCTH JUMEPH3ALMH JICHIIMHOBOH 3aCTEXKKH-
mosiHuu [40]. Ira rpynna TP okasbiBaeT cBoe peryJupy-
[olllee BIUSIHHME TIPesKe BCEro MPH 3acyxe, SKCTPeMasbHBIX
TeMnepaTypax u 3acosieHud. Liu et al. [41] BbisicHuIH,
uTo reH bZIP73 TOBbILIAET YCTOHUMBOCTh K HH3KOTEMITE-
paTypHOMYy CTpeccy Y pHCa, a ero 3KCIpeccHsl MOBbIIIA-
eTcsl Toc/e aKKIMMaTH3alUuu K XoJody. [lpemmosarator,
uyto bZIP73 siBjsieTcsl €MHCTBEHHBIM T'€HOM, CBSI3aHHBIM
C YCTOHUMBOCTBIO K XOJIOJy HA CTauM TIPOPOCTKOB y pa-
cTeHu# puca [42].

Tpanckpununonnsle ¢axrtopel cemerictea MYB
(ot MYeloBlastosis) BkJatouatoT KoHcepBatuBHbii JIHK-
cBs3biBatollnk foMmen MYB 1 noapasnensitorest Ha yeTbipe
noacemerictea: 1R, R2R3, R1R2R3, 4R-MYB. T® MYB
OKa3bIBAlOT KaK TMOJIOXKUTEJIbHOE, TaK H OTPHLATEJbHOE
BJIUSIHUE HA TOJIEPAHTHOCTb K XxoJoy [43]. M3BecTHO, uTO
MpU HU3KUX TeMIlepaTypax MOBLIIAETCS YPOBEHb IKCIpeC-
cun rena MYBI15. MYBI5 cBsa3biBaeTcsi ¢ MpoMOTOpamu
revoB CBFI, 2 u 3. OnHako y TpaHCreHHbIX paCTeHHH
co cBepxaKcrpeccuert reHa MYBI15 BbisiBleHbl MOHHXKEH-
Hble YpoBHH TpaHckpuntoB CBFI, 2, 3 mocne o6paGoTKH
XOJIOZIOM, a Yy PAacTeHHsl ¢ yhajeHHbIM reHom MYBIH —
TMOBHILIEHHBIE YPOBHU 3Kcrpeccun CBFI, 2, 3. Cnenosa-
TeJIbHO, TIOBBILLIEHHAs! 9Kcrpeccust reHa MYB15 npuBomut
K CHIXKEHWIO TOJIEPAHTHOCTH K THIOTEPMHH, a YlaJeHHe
JIAHHOTO TeHa CrocOOCTBYET MOBLIIIEHHIO TOJEPAHTHOCTH
K 3amep3anuto. [lonydaetcs, uto ren MYB15 orpuuiaTebHO
perynupyet skcnpeccuto reHoB CBF [44]. Ten MdMYB23
u3 sibyionn (Malus domestica) BausieT Ha YCTOMYHBOCTb
K XOJIOJIy MyTeM HETOCPEICTBEHHOTO CBSA3BIBAHUS C TIPOMO-
topamu renoB MdCBF. 136eitounast sxenpeccust MdMYB23
MOBbILIAET YCTOMUMBOCTb pacTeHUil K xosomy [45].
[enbt AIMYBI14 w AtMYB15 urpalotT BakHylo poJib B pe-
T/ peakllMn Ha XoJ010Bo# ctpecc y A. thaliana [46].
B puce ren OsMYB2 Takxke y4acTByeT B OTBeTe Ha XOJO-
JoBoil ctpece [47]. Xie et al. [48] nokasanu, uto MYB8S
U MYB124 sBasitotcst X0JI0/- HHAYLIUPYEMbIMU T€HAMM, KO-
TOpble HEOOXOAUMBI Il 0OecrneYeHus: YCTOHYUBOCTH K TH-
norepmuu y 16s0uu U A. thaliana (taba. 1).

® dKo102uUHeCKaAa eeHemuKa

TOM 17 Ned 2019

ISSN 1811-0932



50 TEHETHYECKHE OCHOBbI 9BOJIIOLIHH S9KOCHCTEM

Tabauya 1
HekoTopbie reHbl TpaHCKPUNLIMOHHBIX (haKTOPOB, 3a[1€/ICTBOBAHHbIE B OTBETE Ha BO3JeCTBHE aOMOTHUECKHUX CTPeC-
coBbIX haKTOpOB

Conei Howmep nocty- Ccblika
e€MelCTBO [en Bun pacrenns Addexr Ha pacTeHus na B GenBank | 12 Jggipa-
WRKY WRKY16 |T. aestivum [ToBbllLIEHHE X0J1010yCTOHUMBOCTH EU665428 [17]

WRKY34 | T. aestivum [ToBbllIeHHE XOI010YCTOHUUBOCTH EU669664.1 [17]

TaWRKY44 | T. aestivum [loBbIlLIeHHE yCTOHUMBOCTH K 3acyXe M 3aCOJICHHIO KR827395.1 [95]

TaWRKY2 | T. aestivum [ToBblllleHHEe YCTOHYHBOCTH K 3aCyxe EU665425.1 [18]

TaWRKY19 | T. aestivum KH;):?}III)J(JeeHHe X0JIO0YCTOHYHBOCTH M YCTOHUHBOCTH EU665430.1 [18]

OsWRKY45 | O. sativa [ToBbillIeHHE YCTONUMBOCTH K 3acyXe, XoJofy 1 comt | DQ298181 [70]

CBF TaCBF14 |T. aestivum [ToBbllIeHHE X0/I010YCTONUUBOCTH AY785901.1 [37]

TaCBF15 |T. aestivum [ToBblIeHHEe X0010YCTOHUUBOCTH MH264449 [37]

HuvCBF2A | H. vulgare [ToBbliIeHHE X0010YCTOHYHBOCTH AY785843.1 [38]

DREB TaDREBS3 | T. aestivum [ToBbllLIEHHE X0J1010YCTOHUMBOCTH DQ353853.1 [36]

TaDREBIA |T. aestivum [ToBblilieHHe YCTORUMBOCTH K 3acyxe, xoqiony U cosn | AF303376.1 [87]

TaDREB2B |T. aestivum [ToBblilieHHe YCTORUUBOCTH K 3acyxe, xosoy u cond | AB193608.1 [89]

AaDREBI | Adonis amurensis | [ToBblllieHHe yCTOHUMBOCTH K 3acyxe, xoJoy U cosn | HQ889135.1 [39]

bZIP ABP9 Z. mays [ToBblilleHHe YyCTOMYUBOCTH K 3aCyXe U yKape GU237073 [73]

ThbZIP1 | Tamarix hispida ?b?;b“‘nff:;;aﬁTOﬁ””BOCT” K SACONCHMIO WIS F5759700.1 | [104]

MYB MdMYB23 | M. domestica [ToBbliIeHHE X0/I010YCTOHUUBOCTH DQO074471.1 [45]

AIMYBI14 | A. thaliana [ToBbillIeHHE X0JI0/10yCTORUMBOCTH 795741.1 [46]

AIMYB15 | A. thaliana [ToBbILIeHHe YCTORYHBOCTH K 3acyXe H 3aCOJIEHHIO Y14207.1 [78]

OsMYB2 | O. sativa [ToBbllIeHHEe X0OI010YCTOHUUBOCTH D88618.1 [47]

MYB88 | M. domestica [ToBbliIeHHEe X0/I010YCTOHUUBOCTH KY569647.1 [48]

MYB124 | M. domestica [ToBblllIeHHEe X0OI010YCTOHYUBOCTH KY569648.1 [48]

OsMYB3R-2 | O. sativa [ToBbillieHHE yCTOHUUBOCTH K 3acyxe, xosony u coii | BAD81765.1 [93]

NAC SNACI 0. sativa [ToBblilleHHEe YyCTOHYHBOCTH K 3acyxe DQ394702.1 [61]
Coaca_|0-satica e apacramm e | Bttt | 1621160

TaNAC2a |T. aestivum [ToBbliIeHHe YCTOHUHBOCTH K 3acyxe HMO027577.1 [65]

TaNAC69 | T. aestivum 2)‘31‘2;“}2“”6 YCTOHUHMBOCTH K 3aCYXC, XOMOMY H 32~ | Aygo5689 | [63]

Homeodomain
Leu zipper HDGI1 |A. thaliana [ToBbilLIeHHE YCTOHYHBOCTH K 3acyxe NP_177479.1 [75]
(HD-ZIP)

TPAHCKPUNMLIUOHHBIE ®AKTOPbI, YHACTBYHOLLUE
B PEFYNALMN 3ACYX0YCTOMYMBOCTH

3acyxa mnpejcraBisieT co00H OIMH M3 aOHOTHUECKHX
(hakTOpOB, OrpaHMUMBAIONIMX POCT M pa3BUTHE pacTe-
Huil. JlaHHBIA CTpeccoBHIfl (DaKTOp BeCbMa aKTyaJieH st
Poccun, 0co6eHHO 1J1s1 OCHOBHBIX CE€JIbCKOXO3SHCTBEHHBIX
perdoHoB lora cTpaHbl. XOTs Bce pacTeHHsi 00JafaloT
CTMOCOOHOCTBIO OOPOTLCA C 3aCYXOH, OHM CHJIBHO Pa3Jiu-
4aloTcs 10 JJaHHOMY napameTpy. s noJiy4eHHs: cesibeKo-
XO3IUCTBEHHBIX PACTEHHH C IMOBbIILIEHHONH YCTOHYHBOCTBIO
K CTpeccy, BbI3BAaHHOMY 3acyXoH, HeoOXoaumMo 06a3oBoe

TIOHUMaHHe (PU3NOJIOTHUECKHX, OHOXHMHUECKHX H T'eHHBIX
peryaatopHblx cetefl. ITo mMepe pa3BUTHSI MOJIEKYJSIPHOM
OHOJIOTHH T€HHO-HWHXKEHEPHBIN TTOJXOA MO HCIOJb30BAHHIO
T€HOB CTPECCOYCTOHYMBOCTH BCE€ 4Yallle MPHUMEHSIOT I/
TOBBILLIEHHS] YCTOMUMBOCTH KYJIBTYPHBIX PACTEHHH K 3acyxe.
B LesoM MeToabl MOJIEKYJSIPHOH OHOTEXHOJIOTHH, I1pH-
MEHfIEMbIe NI YBEJIUUEHHS yPOXKANHOCTH, CTAHYT JOMH-
HUPYIOILMMH HHCTPYMEHTAMH PACTEHHEBOJCTBA, IMO3TOMY
OYeHb BaXKHO PACCMOTPEHHE OTAEJbHBIX T€HOB, obecre-
YHBaIOIIMX 3acyxoycToiunBocTb [49, 50]. PactutesbHble
TeHbl, 9KCIPECCUPYIOLIHECH B YCJIOBHAX 3aCyXH, MOXKHO
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pasjiesIuTh Ha JBe TPYMMBL: TI€pBasi — TeHbl, MPOAYKTaMH
KOTOPBIX SIBJISIIOTCS (PYHKIMOHAJbHBIE GeNKH U (pepMEHTH,
Takue Kak Oesiku nosnHero sm6puorenesa (LEA), aksano-
punbl (AQP), mposiMHCHHTETa3bl U JIp.; U BTOpast — TeHHl,
TIPOYKThl KOTOPBIX SIBJASIIOTCS (PAKTOPAMH TPAaHCKPHUIILHH,
PEryJIMPYIOLINMH SKCIPECCHIO T'€HOB, KOAMPYIOLINX TaKHe
6esku, Kak bZIP, MYB, DREB u np. [51]. BHauase Gblnu
M3yUeHbl TeHbl TIePBOH IPYMITLl H C MOMOIIBIO HUX MOJyYe-
Hbl YCTOMUMBbIE K 3acyXe TpaHCreHHble pacteHus [49, 52].
OnHako B CeTH Mepeaul CHTHAJIOB, KOTOpast BeJIeT OT BOC-
TIPUSITHST CUTHAJIOB CTPecca K SKCMPECCHH TeHOB, UyBCTBH-
TeJIbHBIX K CTpeccy, HanboJiee CyLIeCTBEHHYIO POJIb Hrpa-
10T (DAaKTOPBI TPAHCKPHITLHH, TOSTOMY UMEHHO 3Ta TPyra
PETyJISITOPOB JI0JDKHA CTaTh MPHOPHTETHBIM HaMpaBJeHHEM
B HCCJIEIOBAHHUAX B 00/1aCTH OHOTEXHOJIOTHH M T€HETHKH
3aCyXOyCTOMUYHBOCTH KYJILTYPHBIX PACTEHHH.

Tpanckpunuuonnsie akropst DREB Moryt axkrusupo-
BaTh JI0 12 (hyHKUHOHANBHBEIX T€HOB 3aCyXOyCTOHYHBOCTH,
3aBUCALIMX OT Tak HaspiBaeMoil DRE-cBsizanHoll 1pc-pe-
TYJSILHK B YCJOBUSIX cTpecca. [loBbllleHHast SKCHpeccHst
3THX T'€HOB CMOCOOCTBYET yBEJHUYEHHIO COflepXKaHUsT MPo-
JIUHA, YTO TMPHBOAUT K TIOBBIIIEHHIO YCTOHYHBOCTH K Ta-
KHM CTPECCOBBIM (DaKTOpaM, KakK 3acyxa, XOJOA M 3aco-
Jgenue [30, 51]. JIas MHOTHX KyJbTYyp Ba)KHO COXPaHSATb
YCTOHYHBOCTb K 3acyXe KaK Ha HauaslbHBIX CTAIHSX POCTA
(Tak Kak TpH 3TOM 3aKJaJpIBAETCS] MaTepHasbHasl OCHOBA
Oylyulero ypoxas), Tak U Ha GoJjiee TMO3JHUX CTaIUsX.
Takum o6pa3oM, u3yueHHe IeHEeTHKM YCTOHYHBOCTH K 3a-
CyXe Ha CTaHH MPOPOCTKOB CTAHOBUTCS HEOOXOAMMBIM
TIOIXOZOM J/Is1 MEePBOHAYANBHOrO CKPUHHHra Ha 3acyXxo-
ycroitunBoctb.  Tpanckpumunonusle  akropel DREBIA
u DREB2A y A. thaliana B 0CHOBHOM peryJiMpyroT TpaH-
ckpunuio reHoB RD17, KINI, Cor6.6, Corlba, ERDIO,
RD29A v nip., KOTOpBIE aCCOLUUPOBAHBI C TONEPAHTHOCTBIO
K 3acyxe W JIpyrHM aGHOTHYECKHM CTPECCOBBIM (haKTOPaM.
DTH TeHBl KCIPECCHPYIOTCS U B ONTHMAJbHBIX YCJIOBHSIX,
HO TIPH AEUCTBHM 3aCyXH M HHM3KOH TEMIepaTypbl HX 9K-
cripeccHsi cyllecTBeHHo noBbiiaetcsi [53]. Oh Se-Jun et
al. [54] nepenecan rens T® CBF3/DREBIA A. thaliana
B PUC M TakuM 00pa3oM TMOBLICH/IH YCTOHUHBOCTb 3TOM
KYJIETYPBI K 3acyXe, HU3KOH TeMIiepaType, COJlM U L1eJOuH,
MPH 5TOM TPAHCTeHBl HE OKAa3blBaJlH HETaTHBHOTO BJIMSI-
HUSI Ha Kakue-JauO0 arpoHOMHYecKHe MapaMeTphl pacTe-
HUI puca. Bbuo Takke mMokasaHo, 4TO PacCMOTPEHHbIE
Boillle renbl CBFI, CBF2 w CBF3 urpaioT BaXKHYIO pOJib
HEe TOJIBKO TIPU THIOTEPMHH, HO W TIPH 3aCyXe H BBICOKHX
KoHLeHTpauusx cosiedt [30, 53] (em. taba. 1). Jun-Wei et
al. [56] ncrosb3oBaMM TeH TPAHCKPHMILMOHHOTO (HAKTO-
pa DREB A. thaliana B xauecTBe 11€J1€BOT0 M MOJYIHIIH
TpAHCTeHHBIE pACTeHHs] MSATKOH MILIeHUIbl, KOTOPbIE XapaK-
TEpPU30BAJNCh yBEJHUEHHEM COAEpKaHUs MPOJHHA U, KaK
CJICJICTBHE, MOBLILIEHHON 3aCyXO0yCTOHUHBOCTBIO.

Kpome DREB, usBectunl u apyrue T®, yuactsyionuye
B peryJisiiMy yCTOHUMBOCTH pacTeHuh K 3acyxe. K mpume-
py, ato cemeiictBo T® NAC (or Hazanus reHoB NAM,

ATAF, CUC), npencraBsiollee OJHO U3 CaMbIX GOJIbIINX
ceMelCTB (paKTOPOB TPaHCKPUMILIMKM pacTeHuil [57]. bBo-
Jee 100 reHoB 3TOTO CeMelicTBA ObITH HAEHTH(PULIHPOBAHBI
kak y A. thaliana, tak u 'y puca [58, 59]. OnHako TOJBbKO
HEKOTOpble U3 HUX OblIH (PYHKIIMOHAJBHO 0XapaKTepPHU30Ba-
Hbl. Okagasoch, uro Tpu NAC-rena A. thaliana (ANACO19,
ANAC055, ANACO72) cBsisbiBaloTCsi ¢ MPOMOTOPHON 06-
Jgactbio ERDI, Kotopasi oxapakTepH30BaHa Kak reH, UyB-
CTBUTEJIbHBIH K CTpeccy, ¥ M3ObITOUHAs IKCIpeccHst 3THX
tpex renoB NAC B A. thaliana npuBOAUT K TIOBBILIEHHIO
3acyxoycroiunBocty [60]. Onucana posb aByx reHoB NAC
puca B pa3BUTHM YCTOHUMBOCTH K 3acyxe [61, 62]. Cepx-
IKCTpeccHst (hakTopa TPAHCKPHIIHH, KOAMPYEMOTO TeHOM
puca SNACI, noBbicua BCXOXKeCTb ceMsiH Ha 22—34 %
M0 CPABHEHHIO C KOHTPOJIbHBIMH PACTEHHSIMH B YCJOBHSIX
3aCyXH B TOJIEBBIX YCJOBUSIX, MMOCKOJIbKY TPAHCTEHHbIE pa-
CTEHHsI pUca Tepsiik BOIy MeJyIeHHee, 3aKpbiBasi GoJibliiee
KOJIM4eCcTBO yCTbull [61]. AHasoruuHo H30BLITOYHAS 3IK-
cnipeccust rena OsNAC6/SNAC2 B puce npusesia K MOBbI-
LIEHHI0 YCTOHUMBOCTH K 3acyxXe, COJIH M XOJIOIy BO BpeMs
npopacranust cemsiH [61, 62]. CBepxskcrpeccust pasnud-
Hbix reHoB TaNAC MSITKoil MILEHWIbI OTBEYAET 3a MOBbI-
LIEHHYI0 YCTOMYMBOCTb K OMOTUYECKHM W aOHUOTHUECKUM
ctpeccoBbiM pakropam [63, 64]. Tang et al. [65] nokasa-
JIM, UTO TpaHCreHHble pacTeHust Tabaka ¢ reHom TaNAC2a
T. aestivum 06J1afal0T MOBbIILIEHHOH YCTOHYUBOCTDIO K 3a-
cyxe. Ocobast posib B OTBET Ha BOJAHBIH Je(HUIMT CBsi3a-
Ha ¢ OesIKaMu JIerHJIPUHAMH, KOTOPblE TOMOTaloT KJAeTKaM
pacTeHHl CrpaBJsiTbCS C OCMOTHYECKHMMH H3MEHEHHSIMH,
MPUUEM HX IKCIPECCHS TAKKE MOMKET PeryJupoBaThCs re-
Hamu NAC [65].

@akropel Tpanckpunuuu cemetictrea  WRKY wumeror
6oJiblIoe 3HAYEHHE J/Is Pa3BUTHST a0MOTHUECKHX CTPecco-
BbIX peaklilni, 00yCJOoBJEHHbIX 3acyxol [66, 67]. CBepx-
skenipeceuss  TaWRKY146  yBequuuBasa  yCTOHUMBOCTD
K JIETHAPATAllHOHHOMY CTPEeCCy Y TPaHCIeHHBbIX pacTeHHH
A. thaliana 3a cyer WHAYKUHH 3aKPbITHSA YCTbUL, BCJEI-
CTBHE 4Yero CKOPOCTb TPaHCMHpPAUWM CHHXKajdach [68].
Boio TakKe O0GHAapYy»KeHO, UTO pacTeHHs CO CBepX-
skerpeccrelt TaWRKY2 WMelOT MOBBILIEHHYIO 3KCIpec-
cuto renoB STZ u RD29B. Yto KacaeTrcsl TPaHCT€HHBIX
pacrenuit ¢ renom TaWRKY19, oun nmenn Gonee BbICO-
KHe ypoBHH 3Kcrpeccun renoB DREB2A, RD29B, Cor6.6
1 RD29A [69]. Qiu et al. [70] ycTaHOBHIIH, UTO 3KCNpeCCHs
reHa OsWRKY45 B puce Oblia BbI3BaHAa 3acCyXoH, a TaK-
JKe XOJIOOM, KapoH U COJbIO, YTO, B CBOIO OYepe/lb, YKa-
3biBaeT Ha KJjoueBylo pojb T® OsWRKY45 B uimpokom
auanasoHe abuoTHuecKnx crpeccoB. OHH TakkKe TMpoje-
MOHCTPHPOBAJIH, 4To H36bITOuHast sKerpeccnss OsWRKY45
y A. thaliana npunaer NoBbILIEHHYIO YCTOHYHBOCTD K Jle-
¢buuTy BOAbL. ABTOPHI OOBSICHSIIOT 3Ty MOBBILIEHHYIO
YCTOHUMBOCTb TPAaHCreHHbIX pacteHuil A. thaliana 3akpbi-
THEM YCTbHUIL U HHIYKLHEH CBsI3aHHBIX CO CTPECCOM I'€HOB
OsWRKY45. 910 Tak»Ke MOXKeT ObITb CBSI3aHO C TEM, UTO
OsWRKY45 yaactByeT B peryasuun 6uocunte3a ABK, ko-
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TOpasi B KOHEUHOM cueTe aKTHBHPYET CHTHAJBHBIA KackKaj,
YTO TIPUBOJIUT K CHWXKEHWIO TPAHCIHPALMK H TIOBbILIEHHIO
ycToiunBocTH K 3acyxe [70].

Tpanckpunuponnsle dakropel cemeiictsa bZIP 3anefict-
BOBaHbl BO MHOTHX PETyJISITOPHBIX MpoLeccax pacTeHud —
ADBK-3aBucHMblE TIyTH peryJsillid, repeaaya CHTHAJIOB
0 CTpecce, cO3peBaHHe CeMsiH U pa3BUTHe LBETKOB [71, 72].
Onun u3 reHoB T® bZIP Gb1 KJIOHMPOBAaH M3 KyKYpy3bl
1 o6o3HaueH kak ABP9 (ABRE-cBssbiBatomii 6enok 9),
KOTOpbIH crielycuueckl cBsisbiBaercs ¢ MotiBoM ABREZ2.
DTOT reH OblT HCTOMB30BAH B HCCJIENOBAHUH JIST M3YdeHHs]
€ro poJi B YCJIOBHSIX 3aCyXH H Kapbl OT/EJBHO WM B Cove-
TaHUU ¢ 3(PEeKTHBHOCTBIO MCMOMBb30BAHHS YIIeposia U CBeTa
BMeCTe C IPyrUMH (haKTOpamH, TaKHMH Kak coiep:kanue ABK
B JINCTbSIX U UX MUIMEHTHBIH cocTaB [73]. Bbiso ycraHoBie-
HO, UTO TpaHCreHHble pactenus A. thaliana, skcnpeccupyto-
e ren ABP9, xapakTepu3oBasIMCh YJIyqlIeHHOH (POTOCHH-
TETHYECKOH CMOCOOHOCTBIO MPH IEHCTBHH 000HMX CTPECCOBbIX
(hakTOpOB (3acyxa W »Kapa) 3a CUeT peryJaupoBaHus (oTo-
CHHTETHYECKOTO MUIMEHTHOTO COCTaBa, PacCEeMBaHUs U30bl-
TOYHOH CBETOBOH SHEPTMU M MOBbIlLIEHUs 3(DHEKTHBHOCTH
UCTIOJIb30BaHUSA YIJlepoaa W yBesindeHusi conepkanusi ABK.

M3BecTHO, uto reH HDGI I, KOMMpyIOILKi rOMEOIOMEH -
conepxaui T neitunHoBas 3acrexkka-mosHus (HD-ZIP)
kaacca IV [74], urpaeT 3HAUMTEJbHYIO POJiIb B yCTOHUM-
BOCTH K 3acyxe, yJydlllasi BOAHBEIH TOMEOCTA3 PACTEHHH.
Caepxakcnpeccusi reHa HDGI 1 B Tabake ysydlllaeT HEKO-
TOpBIE MPHU3HAKH pACTeHHH, TaKHe KaK CHH)KEHHE TJIOTHO-
CTH YCTBHI[ W YJyullleHHe BETBJIEHHS KOPHEBOH CHCTEMBbI,
YTO B COBOKYIMHOCTH CMOCOOCTBYET YCTOHUHBOCTH PACTEHUS
K 3acyxe [75]. Touno tak xxe AtMYB60 w AtMYB44 yua-
CTBYIOT B JIBH2KEHMSX YCTbHL, 3TH Te€Hbl (PYHKIIHOHHPYIOT
KaK penpeccopbl TpaHckpunuuu y A. thaliana, n ux sk-
CMIPeCCHsT HEraTHBHO PEryJHpyeTcsl B 3alIUTHBHIX KJETKax
BO BpeMsi 3acyxu [76, 77]. Bce 3TH naHHble MOATBEPXKAALOT,
4TO MHOTHE TreHbl Td 3BOJIOLHOHUPOBAIH HMEHHO B Kade-
CTBE PETyJISITOPOB 3aCyXOyCTOHYHBOCTH, a 4aCTO M CTpec-
COYCTOHUMBOCTH B 11€JIOM, BOBJIEKAsICb B 0O€CIIeUeHHEe K-
CMPECCHH MHOTHX HEPOJCTBEHHBIX 3ALIUTHBIX OEJKOB.

Tpancrennsle pacrenust A. thaliana co cBepxskcmpec-
cueit MYB15 nposiBASIIOT yCTORYHBOCTB K 3acyXe, 3aCOJIEHHIO
1 THUTEPUYBCTBUTEJBHOCT K 3K30reHHOH ADK Ha pasHbix
craausix pa3sutus [78]. Coobliiaercs, 4To CBEPXIKCIPECCHs]
MYB15 yayudiaet 3acyXOyCTOHYHBOCTb H COJIEYCTOHUMBOCTD
32 CUET YBEJHWYEHHs] 3IKCIPECCHH TeHOB, 3allHIIAIOINX
OT crpecca, U 3(P(EKTHBHOTO 3aKPBITHS YCTBHL B YCJO-
BUAX JAeduupuTa Boipl. B uccnenoBanusix Lee et al. [79]
red A. thaliana MYB96 non koHTpoJieM mpomoTopa 35S
CaMV 6bl1 cBepxakenpeccupoBad B Camelina sativa.
Tpancrennsle pacrennst C. sativa ©Men HOPMAJBHBIA POCT
¥ MOKa3bIBa/H MOBBIIIEHHYIO YCTOHYMBOCTD K 3acyxe 6J1aro-
Japsi yBeJIMYEHHIO BBIPAOOTKH KyTHKYJISIPHOTO BOCKA Ha T10-
BEPXHOCTH TPAHCTEHHBIX JIUCTheB. Takum o6paszom, T, yua-
CTBYIOLINE B PeaKLHsIX Ha YCTBHIAX U JUCTBSIX, HE HMeIOLIHe
BPEHBIX MICHOTPOMHBIX 3(EKTOB, NMPEACTABISIOT NPHUBJIE-

KaTeJibHble MHUILIEHH ISl TJIaHUPOBaHHs paboT, HarpaBJieH-
HBIX Ha CHHXKEHHE TI0Tepb BOjbl B pacteHusx [80].

TPAHCKPUMUNOHHBIE ®AKTOPbI, YYACTBYHOLINE
B PEFYNALMN CONEYCTOMYMBOCTH

Bousbline nuolann 3acosieHHbIX 3eMesb it Poccun
TakKe SIBJSIETCS BecbMa aKTyasbHOH npobsaemoi. Takue
3eMJIM 4allle BCEro BCTPEUAlOTCs HAa IOTO-BOCTOKE €BpO-
neiickoil yactu Poccuu, ocobenno B Cpentem u HOxxHoM
[ToBosmxbe, Cesepo-Bocrounom [lpenxaBkasbe, Ha tore
3anannoit 1 Bocrouno#t Cubupu, To eCcTb HA TepPUTOPH-
SIX ¢ HauboJiee XOPOLIO PA3BUTBIM CEJBLCKHM XO3SHCTBOM.
3acosieHe — OAMH M3 CaMBIX pa3pyLIHTEJBHBIX a0Ho-
THUECKHX CTPECCOBBIX (DAKTOPOB, CYIIECTBEHHO CHHXKA-
IOIMH  YPOXKAHHOCTD  CEJIbCKOXO3SANCTBEHHBIX PACTEHHH.
OHO HeraTHBHO BJHSIET HAa POCT PACTEHHI MOCPELCTBOM
YMEHBLIEHUS] ACCHMMJISILIMK yTJIepoaa, AeNeHHsT U pacTs-
XKenust kaetok [81, 82], a Takke HeraTMBHO JeHCTByeT
Ha Mertabosu3M asora [83, 84]. BbisiBieHO MHOXECTBO
renoB T®, uuayHUpylOUMXCS 3acojieHueM, TMPEeIo0KH -
TeJIbHO yYaCTBYIOLUIMX B YCTOHUMBOCTH K JIAHHOMY CTpecC-
coBoMy (pakropy. HamnGosmee Xopouio H3ydeHbl TeHbI
cemeficra AP2/ERF, noncemeiictsa DREB, koTopbie pe-
TYJIMPYIOT SKCTPECCHI0 MHOTHX TeHOB, HHIYLHPYIOIIHMXCS
npu oCMOTHUeCKOM cTpecce [85, 86]. ¥ MArKoil miieHULpbl
T. aestivum T® TaDREBIA, TaDREB2B unnyuupytorcs
NP HU3KHUX TeMrepartypax, npu Bosaeticreun ABK, 3aco-
Jennn u 3acyxe [87—89]. TpaHCKpHMIHOHHBIE (PAKTOPHI
DREB BnusitoT Ha peryssiiiio 3KCIPeccHH reHOoB, TIIyTa-
MuHcuHTeTa3bl (GS) u Hurparpenykrassl (NR), ocHoB-
HBIX (DepPMEHTOB ACCHMHJISILMM a30Ta U CBSI3AHHBIX C Me-
tTabosnu3MoM yriepoia. Takum oOpaszoM, renbl TaDREB
BJIUSIIOT Ha MeTaboJIM3M a30Ta TyTeM HHAYKLHH 3SKCIpec-
CHH TeHOB, cBsidaHHbIX ¢ akTuBHOCThIO GS. TaDREBIA
1 TaDREB2B okasbiBaloT MoJIO:KUTEbHOE BO3AEHCTBHE
Ha TaGS1 u TaGS2 B ycnoBusX 3acoseHust U MpH Aeu-
uute Bonbl [84]. [ToHMMaHMe MOJIEKYJISIPHBIX MEXaHHU3MOB
OTBETHBIX peakUHUl pacTeHHU Ha 3aCOJIEHHE U 3aCyXy M HX
CBSI3M C (PU3HOJIOTHUECKUMH TIOKa3aTe/siMu (DOTOCHHTE3a
1 a30THOTO 0OMeHa MOXKeT JaTh BAXKHYIO HH(OPMALHIO /5
CKPHHHHTA TeHOTHIIOB MILIEHULBI, KOTOPBle 6oJ1ee YCTOHUH-
Bbl K 9TUM a0MOTHUECKHM CTPECCOBbIM pakTopam [84].

Hpyrumu  T®, yuacTBylOIMMH B OTBETe Ha 3aco-
Jenne, spasoTcs NAC-daxropwl. ¥ A. thaliana npu
34aCOJIeHUH Ha BBICOKOM YPOBHE 3KCIPECCHPOBAJIUCH
33 rena NAC [90], 40 renos NAC pearupoBain Ha 3acy-
Xy WJH 3acosieHde B pacteHusix puca [91]. Xue et al. [63]
udydasu ren 1. aestivum TaNAC69, ycusieHHO 3KCIIpeccH-
PYIOLIHICS TIPH 3acyXe, XoJ0/e U 3acosieHnn. TouHast pery-
Jsiupst reHoB NAC Bo BpeMst OTBETHBIX pPeaKLUH pacTeHHi
Ha aGHOTHUYECKHH CTpecc CrocoOCTBYET BO3HWKHOBEHHIO
CJIOXKHBIX CHTHANBHBIX ceTell, a BaykHasi poJb reHoB NAC
B OTBeTax pacTeHWH Ha a0MOTHUECKMH CTpecc JesaeT HX
MHOT006€IAI0MINMH KaHAWAATAMH /IS CO3aHHsT YCTOHUH-
BbIX K CTPeCCy TPaHCTeHHbIX pacTeHuil [63] (cm. Tabum. 1).
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[IpencraBurenn GoJblioro cemeiicrea T MYB yuacr-
BYIOT M B PeaKklHsX COJEYCTOHYHBOCTH. B HccnenoBaHuu
Yu et al. [92] 6bl1 yHKIMOHAJIBHO OXapaKTepU30BaH MHIY-
IMPOBAHHbII 3aCOJIEHHEM MIIEHUIbI (PAKTOP TPAHCKPHUIILMH
MYB, noxncemerictBa R2R3-TaSIM. Bbuio nokasaHo, 4to
red 7aSIM uHpyuupyercsi 3acyxoi, 3acosieHHeM, HU3KOH
Temnepatypoii 1 o6paborkoii ABK. B TpaHcrenHbix pac-
TEHHsIX CO CBepxKcmpeccrell rena 7aS/M mnoBblanack
YCTOHUMBOCTL K 3acoJjieHuto. Kpome Toro, comep:kanue
TpaHckpunToB reHoB RD22 (ABK-3aBucumblii) u RD29A
(ABK-He3aBuCHMBII), ydacTBYIOUIMX B Mepefaye CTpec-
COBBIX CHTHAJIOB, ObLIO BbIllle B TPAHCT€HHBIX PACTEHHSIX
co cBepxakcnpeccuell rena TaSIM, uem B JIMKOM THIIE.
DTU pes3ysbTaThl CBHAETENLCTBYIOT O TOM, uto TaSIM
OKa3bIBAeT MOJIOKUTEJIbHOE BJIUSIHUE HAa YCTOHUMBOCTb
K COJIEBOMY CTPECCYy M MOXET ObITb TFeHOM-KaHIHIATOM
JUISi MapKep-OpUEHTHPOBAHHOH CeJIEKLUH MPH TOJydeHHH
YCTOHUMBBIX K 3aCOJIEHHIO CeJIbCKOXO3SHCTBEHHbIX KYJlb-
Typ. M3BecTHO, uTO cBepxakcnpeccus reHa OSMYB3R-2
TOBHIIAET TOJIepaHTHOCTL pactenntt A. thaliana x xo-
Jony, 3acyxe W 3acosienuto [93]. CBepxakcrpeccusi reHa
OsMYB48-1 B puce yJayulliwia yCTOHYHBOCTb K 3acyxe
1 3acodiennto [94]. Wang et al. [95] takxke nmokasasu, uTo
KOHCTUTYTHBHAs skcnpeccuss TaWRKY44 B pacreHusix Ta-
6aka MoBbIILIAET YCTOHYHBOCTb K 3acyXe W 3aCOJIEHHIO.

TPAHCKPUNLWNOHHLIE ®AKTOPbI, YHACTBYHOLLUE
B PEFYNALMN YCTONYNBOCTU K TAXKENBIM METANJIAM
3arpsisHeHue TOUB TsKeabiMi Metasiamu (TM) rtak-
JKe SBJISICTCA OJHOM M3 HauboJsiee aKTyaJbHbIX MNpPoOJeM
B ceJibcKoM Xo3sificTBe Poccuu. Tspkesble MeTasibl — OIHH
13 HauboJlee ONACHbIX XMMHYECKHX BELIECTB, KOTOpbIE MpPH
TIPEeBbILLIEHUH TPeesIbHO JOIYCTUMON KOHLEHTPALUH Hapy-
1IAI0T (PYHKLIMOHHPOBAHHE PACTHTEJBHBIX CHCTEM. TshKesble
MeTaJl/bl 00J1a71al0T BBICOKOH YCTOHYMBOCTbIO, CIOCOOHBI HA-
KaIJ/uMBaThCsl MPAKTHYECKH B JIIOObIX OpraHax M OKasblBaloT
TOKCHYECKHH 3(QeKT Kak Ha >KU3HENESATEJbHOCTb PAaCTH-
TeJILHOIO OPraHU3Ma, TaK M Ha NMOTpeOUTesIeH CeJIbCKOX0351i -
ctBeHHON npoaykuuu. Ipyrmma TM conepxxut okomo 40 xu-
MHYECKHX 2JIEMEHTOB, U JaxKe HeOoJlbllast UX KOHLEHTpaLUsl
B cpele BeleT K HeGJIaronpHsITHbIM MOC/IEACTBUAM ISl pa-
ctenusi. Boaneiictre TM akTHBHpYeT 60JbILIOE YHCJIO TEHOB
1 OeJIKOB, CBsI3blBasi CHTHaJIbHble IyTH, obecleduBaroLlye
yeroiunBocTh K TM [96—100]. Kak u B ciyuae ¢ ipyrumu
cTpeccoBbIMH (hakTopamu, nipu JefictBuu TM skcnpeccHio
MHOTOUHC/IEHHBIX 3alIUTHBIX eHOB 3armycKaioT Td.

BaxkHas posib 1pu obeclieueHUH yCTOHYMBOCTH pacTe-
nuit Kk TM npunaiesxxur T cemeiicrsa AP2/ERF. B pa-
6ote PenkuHoii u ap. [101] 6bl10 H3ydeHO BAUSIHME KaIMUS
Ha sKcnpeccuio reHoB, koaupymolux TO CBF1 u DREBI
B JIMCTbSIX MPOPOCTKOB 03uMoil nuieHuupl (7. aestivum)
copra Mockosckas 39. Ilpu neficreun 100 MmxM kaamust
collep:KaHHe TPAHCKPHUITOB HCC/ELyeMbIX T€HOB YBeJUYH-
BaJIOCh B JINCTBSIX yxKe uepe3 15 muH mocse Hauana obpa-
GOTKH 1 COXPAHSAJIOCh HA BLICOKOM YPOBHE Ha MPOTSKEHHH

ceMH CyTOK. Takoe yBesMueHHEe YPOBHSI SKCITPECCHH T'€HOB
CBFI w DREBI M0XHO paccMaTpHUBaTh KaK CBHJETEJIbCT-
BO MX y4acTHsl B HeCMeLU(pHUIeCKUX 3aIIUTHO-MPHCTIOCOGH-
TeJIbHBIX PeaKLHsX pacTeHHH MIIEeHHLbl Ha AeHCTBHE HOHOB
kaamusi. B kopusix puca rensl T® DREB — OsDREBIA
1 OsDREBIB — aktuBHpoBanuch 4epe3 3 4 Mocje Ha-
yajia gevictBus 10 MkM kaamus [102]. TTomumo 3TOrO
YCTAHOBJIEHO, YTO KaJIMHH, a TaKXKe LMHK MOBBIMIAIOT K-
cripeccuto reHoB, koaupymwolmx TP cemerictea MYB, —
MYB4, MYB10, MYB72 y pacrennti A. thaliana [103].
[Ipn sTOM yBesWUeHHe coOfep:KaHHS TPAHCKPUNITOB TeHa
MYB72 non BAMSIHMEM KaaMHSI U LIUHKA OTMEUYEHO B JIH-
CThbsIX, HO He B KopHsx A. thaliana. Tlpu peiictBuu xan-
MHUsI 3HAUYUTEJILHO TOBbILIANACL IKcrpeccusi reHa MYB28
y Thlaspi caerulescens [103]. TpaHCKpUNMOHHBIE (PaKTO-
pel bZIP wrpaior Tak:ke BaykHyI0 poJib B peakiy Ha TM.
Wang et al. [104] ycraHoBuM, uTo yepe3 6 4 mocse BO3-
nevictBust CACl, B KOPHSIX, JIMCTBSIX M CTEOJISIX TPAHCTEHHBIX
pacTeHu# Tabaka HaKamJuBalTCs MPOmyKThl reHa ThbZIP1
(cm. Tabm. 1).

B nocnennue rofpl mosiBasiorest cBefieHust o poau TP
B PETYJISILUN 3KCIPECCHH TeHOB, HHIYLIUPYEMBIX AeHCTBHEM
TM, onHako 3TH JaHHble HEOJAHO3HAUHBI, @ MHOTJA U TPO-
THBOpeunBhl. OfHA 13 BO3MOKHBIX TIPUUHH CJIOKHOCTH M3-
yuenust posiut T® B 3aUTHO-NMPHCIOCOGUTEBHBIX PeAKIIU-
s1X pacTeHHil Ha neficTBie TM cBsizaHa ¢ MX BKJ/IOYEHHEM
B CHTHaA/IbHBIE TMyTH, MHAyLHMpYyeMble JEHCTBHEM H JIPYrUX
abuoTtnueckux akropos [103].

3AKNTHOYEHUE

Pacrenust pa3Bu/in cnocoGHOCTb alanTHPOBATHCA K Cy-
POBBIM YCJIOBHSIM OKpYXKAWOLIeH cpepl, MpHYeM B MPUPO-
Jle yaile Bcero HabJIIoJaeTcsl KOMILIEKCHOe BO3JIEHCTBHE
CTpeccoBbIX (akTopoB. PacTeHusi, nepekuBIlIMe OJIMH
aGMOTHYECKHH CTpecC, 4acTO OKa3bIBAIOTCA OoJiee MPUCTIO-
cobJieHHbIMU KO BTOpoMy ctpeccy [ 106, 107]. bosee Toro,
pacTeHust, CroCOOHbIE YCMEUIHO COTIPOTUBJATLCH HECKOJb-
KUM CTpeccaM, HMEIT 3BOJIOLMOHHOE TPEUMYIIECTBO
M0 OTHOLIEHHIO K paCTEHHUSM, yCTOIjI‘{I/IBbIM K OTAEJIbHbIM
takropam cpennl [108]. Cynsi nmo BceMy, pacTteHus 4da-
CTO HE pa3BuBaJId pa3/iMiHble MEXaHU3Mbl 3alllUTbl IJIs1
KaXK/I0ro BHja aGMOTHYECKOTo CTpecca, MO3TOMY B OTBET
Ha BO3JEHCTBHE M'MMOTEPMUH, 3aCyXH, 3acoenus 1 TM 3a-
IMyCKarTCsA B OCHOBHOM OJHHU U T€ 2Ke 3alllUTHbIE CUCTEMBbI,
fpuyeM CBsi3aHHble ¢ aeruapatauuei. Ilpu peficTBuu 9THX
AGHOTHUECKHX CTPECCOBBIX (PAKTOPOB MOXKET aKTHBHPO-
BaTbCsl 9KCIMPECCHs COTEH U JlaxKe ThICsAY PAa3JIMYHbIX F€HOB
3alIHUTHBIX 6€JIKOB, HacCTb M3 KOTOPLIX €lle AaxKe He aH-
HOTHpOBaHa. bouibllioe KosnMuecTBO 3THX 6eJIKOB Jiesaer
3aTPYAHUTEJIbHbIM Bb160p h UCMOJIb30BAaHHE COOTBETCTBY-
IOIIKX [EeJIEBbIX T€HOB Ha TpaKTHKE. A.anepHamBoﬁ AB-
JIETCSl IPUMEHEHHE JJIs1 3THUX U,e.HEIjI reHoB Tq), KOTOPBIX
Ha MopsiA0K MeHblle, 4eM YWUCJ/I0 TC€HOB 3alllUTHbIX oen-
koB. [enbl T®, paccMoTpeHHble B cTaThe W MPHUBEIEHHbIE
B TabI. l, MOTYyT ObITb MCIOJb30BAHbI KaK JUIs1 CO3MaHusA
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