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Memoro pobomu € aHani3z daHux simepamypu wWo00 2eHemu4YHUX 0emepMiHaHm ma MOJIeKy-
JIAPHUX MexaHi3mig, 3adisHux 8 peaynsauyii adanmauii ma cmitikocmi 00 Mocyxu y MueHUUi M’SKOI.
Pe3synbmamu. Pezynsujs 6idonosidi Ha 0ir0 OCMOMUYHO20 cmpecy y nuieHuyi M’skoi eidbysa-
embcsi OekiflbkoMa winisixamu, 3anexxHumu abo HesanexxHumu ei0 abcyus3osoi kucriomu. ABK
2anbMye npouecu pocmy Had3eMHUX YacmuH POCUHU WIIsIXOM iHeibysaHHs1 Oii ayKcuHie ma
UUMOKIHIHI8, nidsuwye 2idpasridyHy rposiOHICmb KOPeHig wirisixom MoOyrisiuil akmueHocmi akea-
MOPUHI8 — MeMOpaHHUX 800HUX KaHarlig, 3MIHIOE MOMIK IOHI8 y 3aMuKarouuXx KilimuHax rnpoduxis,
wo npuseodums 00 iX 3aKpueaHHS ma 3HUXEeHHs aumpam 8o0u Ha mpaHcripauito. ABK akmu-
sye psad T®, wWo peayromb eKCrpecito 2eHig, npodykmu sIKUX HeObXiOHI Onsl yCyHEHHS1 Heaa-
mueHux Hacriokie 800Ho20 degpiyumy. ABK-3anexHot € akmueauis 2eHie chepmeHmie aHmu-
oKcudaHmMHO20 3axucmy — cyrnepokcudducMmymas, rnepokcudas, Kkamanai ma chepmeHmie
ackopbam-anymamioHogo2o Uukry. Akmugamopamu ix mpaHckpunuii € T® NAC, MYB, WRKY,
NF-Y, ZFHD ma TaERF3. Ekcripecisi 2zeHie LEA ma OeeidpuHie, o nepeuwlkooxaroms azpeaauli
birnkie e8HaciOok 3HeB8OOHEeHHSs, 3abesnedyembcsi K ABK-3amexHumu, mak i He3anexHumu
winsaxamu  cueHanbHoi mpaHcOykuji, 3a donomoeoro T® AREB/ABF, NAC, MYB, WRKY,
AP2/EREBP ma ZFHD. ABK makox akmugye 6iocuHmes rposiHy — 0OHO20 3 20/108HUX HU3b-
KOMOJIEKYTISIPHUX OCMOIPOMEKMOpI8, WO HaKonu4yyrombsCs 8 KiimuHi ma 3abesnedyromes cma-
Jlicmb i 600HO20 pexumy. HakornuvyeHHsi ocmornimig peayntoemscss T® MYB, WRKY, NF-Y ma
TaERF3. BucHoeKu. Takum YuHOM 8 pobomi po3arissHymo peaynsmopHy ponb ABK 'y chopmy-
8aHHI rocyxocmilikocmi Yyepes MOreKyrnsipHi 83aemo0lil, 8 AKkux 3adisHi akearnopuHu, deaidpuHU,
npomeiH-kiHa3u SNRK2, 6inku LEA U ix 2eHU, a makox eeHu mpaHckpunyitHux ¢gpbakmopie NAC,
MYB, WRKY, NF-Y, AP/EREBP, ZFHD, DREB. OdHak yepe3 ckrnadHicmb 2eHOMY MueHUUi ma
ronigeHHicmb O03HaKU rocyxocmiliKicmb Ha CbO0200HI HEMae TiHItKU MOEKYNSPHO-2eHEMUYHUX
Mapkepis, 00 NMesHUX arnersie 2eHig nocyxocmitikocmi, siki 6 00380/157U PO2HO3y8amu MOCyXo-
cmilikicmb copmig yKpaiHCbKOI cenekuii. MoneKynspHo-eeHemuUYHi MexaHi3Mu, Wo riexams 8
OCHO8I Mocyxocmilikocmi, ma 8U3Ha4YeHHsI 2eHie 3 HaubinbwumM gheHomurnosum eghekmom, a
makox ModlesoeaHHs pobomu UuX 2eHie Ha Pi3HUX emarnax OHmMo2eHe3y ma 3asly4eHHs aneriie
rocyxocmitikocmi 8 cenekuitiHi npoepamu Hapasi nrompebye nodarnbuwiux O0CTiOKEHb.

Knrovoei croea: m’ska nweHUUs, MOMIEKYSPHI MexaHiaMu adarnmauii, nocyxocmidkicme,
eKcripecis 2eHig, mpaHCKpunuitHi gpakmopu.

BCTyn. Mocyxa — oauH i3 HanbinbLW HecnPUATINBUX OaKTOPIB ANS BUPOLLYBAHHA KyIlb-
TYPHUX POCIVH Y BCbOMY CBITi Ta, 30kpeMa, y CTenoBin 30Hi YKpaiHu, 0O SKOT HanexuTb
i Opecbka obnacTb.
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Hectauya Bonoru, ocobnvMBo y Taki KPUTUYHI
nepiogn pocTy Ta PO3BUTKY MLUIEHULi, K NPOPOC-
TaHHA, UBITIHHA Ta (POpMYyBaHHS 3epHIBOK, Mpus-
BOOWTb A0 3HWKEHHS1 iIHTEHCMBHOCTI TpaHcnipauii
Ta POTOCMHTE3Y, MOCWIEHHSI KaTaborniyHMx npo-
LleCiB, CWMHTE3y TOPMOHIB CTpecy, CMOBIfIbHEHHS
pPOCTY Ta, SIK HACIiOOK, HAKOMUYEHHS MeHLWOoi Bio-
Macu, 3HWXKEHHS NPOLYKTUBHOCTI Ta SKOCTI 3epHa
(Saradadevi et al., 2017).

AKTyanbHUM € CenekuinHUA Hanpsm CTBO-
pPEeHHS COpTIB MNWEeHWUi M’SKOi, WO XapakTepusy-
I0TbCSA CTabiNbHOK BPOXAMHICTIO He3aneXxHo Bif
yMOB 3BOnoxeHHs. CenekuiiHnin npouec mae 6a-
3yBaTCb HA BU3HAYEHMX FEHETUYHNX OeTepMiHaH-
Tax, Lo 0OyMOBIOKTE NOCYXOCTINKICTb, Ta BigbOpI
332 UMMW BUSIBMIEHUMU FEHETMYHMMM XapaKTepuc-
TMKaMy (anensiMM NEBHUX FEHIB, MOJIEKYNAPHUMMU
Mapkepamu). Tomy [OCHIMKEHHS MONEKYNspHO-

reHeTUYHUX OCHOB MOCYXOCTIMKOCTI MaloTb Ha pasi
BMCOKE MpaKTU4HEe 3HaYEHHS.

ApanTtauia Ta dopMyBaHHA CTIMKOCTI 4O no-
CYXV 3yMOBIEHi iCHYBaHHSAM MOEKYNApHUX CuC-
TEM CMPUUHATTS 3MiH Y BHYTPILLHBLOMY CepefoBu-
i, CAPUYUHEHNX OCMOTUYHUM CTPECOM, TpaHCGOop-
MyBaHHs Ta nepefadi curHany 3a 4OMOMOror npo-
TeiH-kiHa3, docdaTas, BTOPUHHUX MECEHKEpIB,
TPaHCKPUNUINHUX akTopiB, WO aKTUBYIOTb FeHu,
NPOAYKTN AKUX NIATPUMYIOTb rOMeOoCcTas B ymMoBax
nocyxu. Lle 6inku, siki 6epyTb yy4acTb B OCMOTUYHIN
perynsuii (gerigpuHn, 6inkm LEA), y TpaHcnopTi
BOAM (aKBanopwHW), y 3axUCTi KNITUHW Big YLUKO-
[XKEHHs BiNbHMMKW pagukanamu (cynepokcmaamc-
MyTasu, nepokcmMaasu, katanasu, hepmeHTH acko-
pbat-rnytatioHoBoro uukny) (Li et al., 2019). Y
Tabn. 1 migcymoBaHO BiAOMOCTI NPO OCHOBHi MO-
NeKynsapHi MexaHiamu, Wwo 3abesnevyoTb aganTa-
Lito Ta popMyBaHHA MOCYXOCTINKOCTI.

Ta6nuusa 1. MoneKkynsipHi MexaHi3aMu B OCHOBI aganTauii Ta CTiMKOCTI 40 nocyxu

MexaHi3m aganTauii \

Perynsuis

3abesneyeHHs1 3MeHWeHHs1 gumpam 8odu

3MEHLLEHHS IHTEHCUMBHOCTI Npoau-
XOBOI TpaHcnipaLii LWAAXoM 3aKkpu-
BaHHA NpoauXxis.

doccopunioBaHHs KiHazamn SNRK2.6 MOHHUX kaHaniB y nnasmanemi 3amuka-
HOYMX KNiITUH NpoAauXxiB: aHioHHi kaHann SLAC1 HabyBaloTb aKTUBHOCTI, Kaniesi
kaHann KAT1 — BTpayaloTb aKTMBHICTb; BiaOyBaeTbCA BiATiK iOHIB Ta BOAW 3
KNiTWH, BTpPaTa HUMK Typropy Ta 3akpvBaHHs npoauxis. EPF1 t1a EPF2 3meH-
LIYIOTb LWiNbHICTb po3TallyBaHHSA NPOAMXIB.

BigknageHHa Ha noBepxHi enigep-
MU BOCKOBOI KYTUKYNW ANS 3MeH-
LLEHHS KYTUKYNSAPHOi TpaHcnipadii.

AKTVBaUist TpaHcKpunuiiHMM daktopom TaMYB31 reHiB hbepmeHTiB, Wo 6epyTb
yyacTb y GiOCMHTE3i KOMMOHEHTIB KYTUKYNSIPHOrO BOCKY.

BabesneyeHHss cmabinbHo2o HadxodxeHHs1 600U 00 Had3eMHUX Op2aHie

MigByLEeHHs rigpaBniyHOi NpoBia-
HOCTi KOpeHiB.

o ®docdopunioBaHHs KiHazamm TaSnRK2 BogHWX KaHaniB — akBanopuHIB, WO
Crnpusie TOKy BOAM NO CUMMMACTY.

e AxTMBaUia ekcnpecii reHy aksanopuHy TIP2 TpaHCKpUNuinHUM dakTopomM
TaERF3.

MigBYLLEHHS OCMOTUYHOIO TUCKY B
KMITUHaX  LUNAXOM  HAKOMUYEeHHs!
NponiHy.

e AkTtuBauisa reHy b6iocmHTesy nponiHy (P5CS) TpaHckpunuinHumu chaktopamu
TaMYB33, TaODORANTL1.

¢ [locuneHHs 6iocMHTe3y abo NPUrHIYEHHS OKUCHEHHS NPOIiHY B MiTOXOHAOPIAX
NoB’A3yH0Th i3 TpaHckpunuinHumn daktopamm TaWRKY1, NF-Y, TaERF3.

Baxucm KnimuH 8i0 yWKOOKeHHs

Baxuct 6Ginkie Big arperadii Ta
BTPaTN (PYHKLiOHANbHOI aKTUBHOC-
Ti — Ginku LEA Ta gerigpuHu.

AktmBauia reHiB LEA Tta DHN TpaHckpunuinHumn daktopamm AREB/ABF,
TaNAC29, TaNAC67, TaMYB2, TaMYB31, TaODORANT1, TaWRKY2,
TaWRKY19, WDREB2, TaERF3, TaAlDFa, ZFHD.

BHELLKOMKEHHS aKTMBHUX dopmun
kncHio (A®K) 3a yyacTo cynepok-
cupaucmyTasu (CO[M), kartanaswm,
nepokcmaasm.

AxkTnBauis ekcnpecii reHiB SOD, CAT, POD TpaHcKpunuiiHumy cakropamu
TaODORANT1, TaWRKY1, TaWRKY44, NF-Y, TaERF3, ZFHD.

3HewkompkeHH H20, depmeHTa-
MU ackopbaT-rnyTaTioHOBOro LMK-

ny.

e AkTMBaUiA ekcnpecii ackopbaT-nepokcuaasnm  TPaHCKPUNUINHUM (DakTopoMm
TaMYB33.

e AkTuBaUida reHy rnytaTioH s-TpaHcdepasu (GST6) TpaHCKpunuiiHUM hakTo-
pom TaERF3.
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Fenemu4Ha demepmiHauyisi nocyxocmitikocmi y nweHuyi m’sikoi (Triticum aestivum L.)

dopmMyBaHHS MNPOAMXIB Yy MLUEHULi 3Haxo-
OUTbCA Nif CKNagHUM KOHTPOSieM HeraTtuBHUX pe-
rynaTopiB — eHAOreHHUX MenTuaHWX dakTopis
EPF1 (EPIDERMAL PATTERNING FACTOR) i
EPF2 T1a nosutuBHux perynatopis EPFL9/STO-
MAGEN, ski 3HaxoOaTbCsl y B3aEMOAji 3 €K30reH-
HAMWU PaKTOpaMy HaBKOMMLIHBLOIO CepenoBMLLa,
30Kkpema, 3 piBHeM ocBiTrieHHsa Ta CO,. 3a gaHu-
MM, Wo Haeoadatb (Dunn et al., 2019) HagmipHa
ekcnpecis EPF2 npusBoauTb [0 NiABULLEHHS
edeKTUBHOCTI BUKOPUCTaHHS BOAW Ta CTIMKOCTI A0
nocyxu. Y nileHuui Bu3HaYeHi reHu ghakTopis eni-
OepmanbHux BizepyHkiB TaEPF1A, TaEPF1B,
TaEPF1D, TaEPF2A, TaEPF2B, TaEPF2D noka-
ni3oBaHi Ha BiANOBIOHUX XpOMOCOMax cybreHomis
A, B, D. MNokasaHo, wo Hagekcnpeccia TaEPF1B i
TaEPF2D 3MeHLWye LWiNbHICTb po3TallyBaHHS
npoamxis Ha 28—41 %. Dunn et al. (2019) Bigmiva-
H0Tb, WO ICHYIOTb 9K MO3UTWUBHI, TaKk i HeraTuBHi
Kopensuii MK LWINbHICTIO po3TallyBaHHS NpoaunXiB
i BpOXXaMHICTIO COPTIB MWEHWLi B yMOBaXxX NOCYXMU.

He Bci acnektn apantauii Ta ¢opmyBaHHSA
CTiiKOCTi JO0 nocyxu y nweHudi (Triticum aes-
tivum L.) € goknagHo gocnigkeHnmu. IcHye 6arato
BiZJIOMOCTEN NPO EKCMPECito reHiB, SIKi 3anexaTb Big
abcumnsoBoi KNCIOTK, ane iHdpopMauis WOoAO iHLIMX
CUTHanNbHUX LWNSAXiB € 0OMexeHow. 3HayHa Kinb-
KICTb eKcrnepumeHTarnbHUX pobiT npoBoanTbCSA Ha
MOAEesNbHUX 00’ekTax 3i CTBOPEHHSIM TPaHCreHHUX
niHin apabigoncncy Ta TIOTIOHY, B TOW Yac K AaHi
nitepatypu 3 eKkcnpecii reHis aganTtauii 4O NOCyXu
y MWeHUui M’sKoi € aocuTb obmexeHnmn. Tomy
Ans Ginbl NOBHOMO 3’ACYBaHHA MexaHi3miB dop-
MyBaHHSI MOCYXOCTIMKOCTI Y MLWeHUUi HeobxigHi
nodanslli HaykoBi gocnimpkeHHa (Abhinandan et
al., 2018).

MeToto gaHoi poboTu € aHani3 AaHux nitepa-
TYpW, SKi CTOCYIOTbCS FEHETUYHUX AETEPMIHAHT Ta

MOMEKYNSPHUX MeXxaHi3MiB, 3afisHuX y perynsauii
afjanTauii Ta dopmMyBaHHi CTINKOCTI OO0 NOCYXu Y
MLwEeHULi M’SIKOi 03MMOI.

MeTta6oniam ABK Ta curHanbHumM Wnax pe-
rynauii AREB/ABF. A6cunsoBa kucnota (ABK) —
GITOrOpMOH, WO perynioe picT Ta PO3BUTOK POC-
NWH, [O3piBaHHA Ta MNepiod CMOKOK HaciHHA, a
Takoxx Gepe yyacTb y (hOpMyBaHHi CTIlKOCTi poc-
NUH 0O HEeOOCTaTHBbOro 3BOJSIOXKEHHS, 3aCOMNEHHS,
4il HU3bknx Temnepatyp (Xiong et al., 2003; Bown-
TEHKO Ta iH., 2016). B ymosax nocyxun ABK 3ymoB-
noe Taki aganTauinHi 3MiHKW, sIK 3aKpUTTS NPOAUXIB
ONs 3HWXKEHHs1 TpaHcnipadii, ranbMyBaHHA NpPoni-
depauii KNiTUH NaroHiB Ta CTUMYNALUIA PO3BUTKY
KOpeHiB, 30inblUeHHs1 rigpaBnivyHOI NPOBIOHOCTI
kopeHiB (Tuteja, 2007; Barnabas et al., 2008; Sa-
radadevi et al., 2017). ABK € perynaropomMm HWU3ku
reHiB, akTMBauisi abo 3HMKEHHSI eKCMpecii sIKux
HeoOXigHi anst doopMyBaHHS MOCYXOCTINKOCTI: Le
reHu 6inkis, Wo 6epyTb y4acTb Y CUrHanbHIA TpaH-
cAyKkuil (npoTeiH-kiHa3, TpaHCKPUNUinHWUX dakTo-
piB, eH3MMiB MeTaboniamy docdoninigis), Ta Gin-
KiB, WO 3abe3neyvyloTb TONMEePaHTHICTb KIiTUHU A0
aerigparauii (reHun 6inkis LEA — late embryogene-
sis abundant, eH3MMiB cucTeMn AOeTOKCUKALl ak-
TMBHMX (POPM KUCHIO, hepMeHTiB BiocnHTe3y npo-
niHy Ta uykpiB, reHn 6inkiB BogHMx kaHanie) (Ya-
maguchi-Shinozaki et al., 2006). Perynsuia agan-
Tauil 4O NOCyXu y POCIMH onocepeakoBaHa Kacka-
OOM peakuin hocopunioBaHHS, WO MPU3BOAUTL
[0 aKkTuBauii reHiB BigNoBiai Ha Aito cTpecy TpaHc-
KpunuinHnmn daktopamm (TP) AREB/ABF. B in-
wux wnaxax ABK-3anexHoi perynsuii 3agisHi T
NAC, MYB ta WRKY. 'eHu, ekcripecisa gkux pery-
noeTbca aaHnmmn T, a Takox PeHOTUNOBI 03HaKW,
LLO MOB’A3aHi 3 NMOCUMEHOK EKCMPECIEI TeHIiB LMX
T®d, 3yMOBrIOIOTL MOCYXOCTIMKICTb, | 3a3HayeHi B
Tabn. 2.

Tabnuusna 2. Perynsiuis TpaHCKpUNUintHUMK (hakTopamMm eKkcnpecii reHiB
Ta NposiBy (peHOTUNOBUX O3HAK, LU0 3yMOBIOKTb NOCYXOCTINKICTb

TO Perynsuis reHiB abo dpeHOTMNOBMX O3HaK MopgenbHi Dxepeno
B YMoOBax gerigpartauii POCINHN
AREB/ABF AktumBauia HsfAGA, HsfA6B, AtMYB102, MAPKKK18, HAI2, A. thaliana (Yoshida et al., 2010)
RD29, USP, CSLA, LEA, EM1
TaNAC2 AxTtuBauia DREB2A, RD22, RD29, ABI1, ABI2, ABI5, Rab18 A. thaliana (Mao et al., 2012)
TaNAC29 AxTtuBauia RD29, CAT, SOD A. thaliana (Huang et al., 2015)
Penpecis SAG13, SAG113
1* OOBXWHU KOpeHiB, |** IT
TaNAC67 AxTtuBauia DREB1A, RD29, ABI5, Rab18 A. thaliana (Mao et al., 2014)
1 BMiCcTy xnopodiny, 1o
| OCMOTUYHOrO NoTeHUiany
TaNAC69 1 6iomacu, 1 EBB T. aestivum (Xue et al., 2011)
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TO Perynsuis reHiB abo heHOTMNOBUX O3HaK MopgenbHi Dxepeno
B YMOBax gerigpartauii POCIUHN
TaMYB2 AxTnBauis DREB1A, DREB2A, RD22, RD29, Rab18, ABI2 A. thaliana (Mao et al., 2011)
TaMYB31-B | AktuBauiga CER1-L1, WSD1, WIN1/SHN1, FAR3, LEA A. thaliana (zhao et al., 2018)
Penpecis CYP707A3
TaMYB33 AkTuauiss AAO3, P5CS, ZAT12 A. thaliana (Qin et al., 2012)
Penpecisa ABI1, ABI2, ABF3
TaODOR- AxTnBauis NtINCED3, NtP5CS1, NtABF2, TobLTP1, N. tabacum (Wei et al., 2017)
ANT1 NtERD10C, NtERD10D, NtLEA5, NtCAT, NtSOD, NtPOX
Penpecis RBOHF
LIT
TaWRKY1 AktuBauia SOD, CAT, POX, PYL N. tabacum (Ding et al., 2016)
HakonuyeHHs nponiHy, Byrnesodis, | BUTpaT BOAM, LUBUAKE
3aKpMBaHHA NPOAUXIB
TaWRKY2 | BATpaT BOAM, HAKOMMYEHHS PO3YMHHUX LIYKPIB A. thaliana (Niu et al., 2012)
TaWRKY19 | BuTpaT BOaM A. thaliana (Niu et al., 2012)
TaWRKY44 | Aktusauis NtSOD, NtCAT, NtPOX2, NtAPX, NtGST, N. tabacum (Wang et al., 2015)
NtADC1, NtSAMDC
TaNF-YB3;l AxTnBauis NtPOX N. tabacum (Yang et al., 2017)
AkTuBauis curHaneHoro wnaxy ABK, HakonmyeHHsa ocmoni-
TiB, 3aKpMBaHHS NpoauXxiB
WDREB2 AktuBauisi reHiB Cor/LEA (Wdhn13, Wrabl17, Wrab18, T. aestivum (Egawa et al., 2006)
Wrab19)
TaERF3 AxTuBauisi LEA3, LEA4, DHN, POX2, GST6, TIP2, SDR, T. aestivum (Rong et al., 2014)
RAB18
HakonnyeHHs nponiHy, | NPOAMXOBOi NPOBIAHOCTI, NiATPW-
MaHHs1 CTanoro BMiCTy xsiopodoiny
TaAlDFa AkTmBauis RD29A, ERD10, COR15A A. thaliana (Xu et al., 2008)
TaCHP AxktuBauia DREB2A, CBF3, ABI1, ABI2 A. thaliana (Li et al., 2010)

1* — nigBuLLeHHs abo 36inblUeHHs
1** — 3HWKEHHS.

CurHanbHun wnsax AREB/ABF noynHaeTbes
3i CNPUAHATTA KMiTUHOW AediunTy Bonoru. Nopy-
LLIEHHS1 HOPMAanbHOro OCMOTUYHOIO TUCKY B KNiTUHI
Npu3BOAMTL A0 3MiHM i3NYHMX BMNACTMBOCTEN
nnasmaTU4HOI MeMOpaHK, 30KpemMa 3MEHLUEHHS i
Hanpy>XeHoCTi, Wo Npu3BoAuTL 0 KoHdopMaLin-
HUX 3MiH MeMOpaHHUX MexaHOopeLenTopiB, dyHK-
Lil0 SIKMX MOXYTb BUKOHYBaTU peLenTop-noAibHi
kKiHaan (Monshausen et al.,, 2013; Abhinandan et
al., 2018). BigbyBaeTbca akTuBauia docdoninasu
C (PLC), sixa kartanisye rigponia docdartnanniHo-
suton-4,5-angocdaty (PIP,) 3 yTBOpeHHsIM Oua-
uurnivepony Ta iHoauton-1,4,5-tpudpocdaty (IP3).
OcTaHHIn gie 9k BTOPUHHUA MeCEeHOXep, crnpusio-
YN TPaHCMOPTY MOHIB ca” 3 anonnacty. Kanbuin
3B’A3YETbCA KanbUMHEBPUH B-nogibHum OGinkom, i
Len KOMMNNeKC MoAymnoe akTUBHICTb paay KiHas Ta
docdaTas, ki MoandIiKyroTb TPaHCKPUMNLINHI ak-
TOpu — perynsartopu reHiB 6iocuHtesy ABK. Takum
Wnaxom, nig Aieto OCMOTUYHOrO CTpecy 3HaudHo
NOCUIIOETLCS eKkcnpecis reHis 9-uuc-
enokcukapoTuHoig-anokcureHasnm (NCED), ska
KaTanisye okucnioBarnbHe poswenneHHa 9-umc-

HEOKCAHTMHY 3 YTBOPEHHSIM KCAaHTOKCUHY — none-
peoHuka ABK. Lle npu3Bogute A0 nNiABULLEHHS
BMicTy abcumsoBoi kucnotu (Xiong et al., 2003;
Mahajan at al., 2005).

Y reHomi nuweHuui M’aKoi Ha AaHui Yyac Bigo-
MO [OBa TreHn 9-Unc-enoKCMKapOTMHOIA-ANOKCK-
reHasn: TaNCED1 i TaNCED2, piBeHb ekcnpecii
AKX BULLMIA Y MOCYXOCTiNKknx coptiB (Son et al.,
2016). Aktmauis ekcripecii TaNCED1 BinbyBa-
€TbCA 3a Aii pisHUX abioTYHMX cTpecopis — Aeri-
Apartauii, 3acOneHHsl, HU3bKOI TemnepaTypu, a
TakoXx 3a gogaBaHHA ABK, wo ceigunte nNpo 3gat-
HicTb ABK perymoBatv BnacHui mMetabonism
(Zzhang et al.,, 2014). BTim, nigBulleHWin piBeHb
ekcnpecii reHiB NCED moxe npussBoauMTn o0 3a-
TPUMKM MPOPOCTaHHSA HACiHHA 4Yepe3 30inbLueHun
BmicT ABK (Tong et al., 2017).

lMeBHY ponb y 3abe3neyeHHi NOCYXOCTINKOCTI
Bigirpae depmeHT kaTabonisamy ABK — ABK 8'-
rigpokcmnasa. Xoya ABK 3abe3neuye ekcnpecito
reHiB, HeobXigHMX Ons aganTauii pocnuHKM Ao Aii
MOCYXM, BOHA TaKOX YMHUTL iHriOYOYy fitlo Ha poc-
TOBI npouecn, 6MOKyHYM CUTHANMbBHI LUASIXU ayKCu-
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Hy Ta UumTOKiHiHY (Li et al., 2019), Tomy Aans
NOM’SIKLLEHHS LIbOro edekTy HeobxigHa ii iHaKkTu-
BalUisl LUMASXOM TFigpPOKCUMNIOBAHHA Ta CMOHTaHHOI
i3oMepu3aLii 3 yTBOpeHHAM (i3ionoriyHo HeakTuB-
Hoi cpaseeBoi kucnotu (Nambara et al., 2005). ABK
8'-rigpokcmMnasa  KOAyeTbCA  reHamum  POAUHU
CYP707A (cytochrome P450 monooxygenase
707A), y nweHudi M’sikoi ue reHn TaABA8'OH1
(nokanizoBaHui Ha xpomocomi 6D) Ta TaABA8'OH2
(Ha posromy nnedi xpomocomu 5A™) (Ji et al.,
2011). byno nokasaHo, WO akTMBaLis LMX TeHiB
BioOyBaeTbCA 3a MOAENIOBAHHS OCMOTMYHOIO
cTpecy (gopmaBaHHs go cepeposuwa NaCl abo
MaHiTony) (Saito et al., 2004), i piBeHb ekcnpecii
LMX reHiB BULLIMIA ¥ NOCYXOCTINKUX COPTIB MLeHuLj,
HX y yyTnmBux o nocyxu (Ji et al., 2011).

ABK 3B’sisyeTbcst 3 peuentopom PYRL/PYL/
RCAR (pyrabactin resistance 1/Pyr-like/regulatory
component of ABA receptor) Ta 3 npoTein-
docdpataszoro TMny 2C (PP2C). Usa npotein-
docaTtasa 3HaxoOAUTbLCA Yy KOMMMEKCI i3 CepuH-
TpeoHiHoBUMK KkiHazamu SnRK2 (sucrose non-
fermenting 1 related protein kinase 2), Tum camum
iHaKTVMBYIOUYM iX Ta ONOKylUYM OaHWUA CUTHANbHWUA
wnax. PP2C moxe 6yTn npepctaeneHa Oinkamu
ABI1, ABI2 (ABA-insensitive), HAB1 (hypersensi-
tive to ABA) (Kulik et al., 2011). Y nweHuui npoTe-
iH-dbochaTasza TaABI1 B3aemogie nuwe 3 SnRK2
knacy lll (TaSnRK2.8-2.10) (Zhang et al., 2016).
Micnsa ytBopeHHa komnnekcy ABK 3 Ti peuentopom
Ta PP2C, ocTaHHs1 BTpayae CBOHO iHriOyto4y aKkTuB-
HicTb, BigOyBaeTbCA akTuBauis (doccopunioBaH-
HA) SNRK2. KiHasn SnRK2, B cBOI 4epry, akTuBy-
I0Tb  LWNAXOM dOCOPUNIOBaAHHA TPaHCKPUMLiAHI
daktopu AREB/ABF (ABA-responsive element
binding factor/ ABRE-binding factor) (Akpinar et
al., 2012; Zhang et al., 2016; Abhinandan et al.,
2018). SnRK2 docoopunioioTe He  nuwe
AREB/ABF, ane i noHHi kaHanu SLAC1 (slow ani-
on channel-associated 1; aktuytoTbcst doccopu-
NIOBaHHAM KiHa3ol SnRK2.6) ta KAT1 (K™ chan-
nel in Arabidopsis thaliana 1; docdopuntoBaHHsi
Npu3BOAMTL OO0 BTpaTU aKTMBHOCTI), sIKi 3afisHi B
ABK-3anexHii perynsauii npoguxoBux pyxiB, Ta
RBOHF (respiratory burst oxidase homolog F), wo
CMPUYMHSE NOSIBY aKTUBHUX DOPM KUCHIO, AKi Br1o-
KylOTb akTMBHICTb PP2C Ta perynioloTb NOTiK NOHIB
Ca” y 3amukatodi kniTuHm npoamxis (Kulik et al.,
2011; Wang et al., 2013). VloHHi kaHanu BiairpatoTb
KMOYOBY porib Yy NPOAMXOBUX pyxax, afxe BuXig i3
KNiTUHX aHIOHIB Yepe3 akTmBoBaHi kaHanu SLAC1
Bee [0 BMXody Takox hoHis K™ Ta Boam, yepes
LLO 3aMUKaloYi KMiTMHU BTpayaloTb Typrop Ta npo-

ouxu 3akpuatotbes (Li et al., 2000). Okpim uporo,
Oyno nokasaHo, wWo kiHa3n SnRK2 docdopunio-
IoTb Ginkn, aki 6epyTb yyactb B ABK-3anexHin
enireHeTUYHIN MoaudikaLii XxpoMaTuHy, perynsauii
crnnancunry PHK, 3abeaneyeHHi iMyHITETY POCIUH,
TpaHcnopTi 6inkiB i3 yuTonnasmm OO xrioponnac-
TiB, perynsuii dyHKUiOHyBaHHA Ta bioreHesy xrio-
ponnacTiB, perynsuii 4acy HacTaHHSA UBITiHHS
(Wang et al., 2013). Moxnuso, SNRK2 Ttakox 3agi-
aHi B ABK-3anexHin moaynsuii akTMBHOCTI akea-
MOPWHIB.

AKBanopuHu — Binku, WO YTBOPOIOTL KaHanm
Ona TpaHCcnopTy BOAM Ta HWU3bKOMOMEKYNSAPHUX
crnonyk 4yepe3 membpaHu. 3okpema, BOHW 3yMOB-
MNOKTb  PYHKLIOHYBAHHA CUMMMACTHOIO  LUNSAXY
TPaHCMNOPTY BOAMW, LIAANbHICTb SKOrO Mae BUCOKE
3HAYeHHs Mig Yac BOAHOMO CTPECY, aKe 3aKpUTTH
NPOAMXIB i 3MEHLLEHHS iIHTEHCUBHOCTI TpaHcnipauii
3HWXYHOTb TigpaBniyHy MNPOBIAHICTE POCAUHKU. Ak-
TMBaUis aksanopuHiB nig Aaieto ABK nonerwye
CUMMMacTHUI TPAHCMOPT BOAW B KOpeHi. AKTMBaUig
BigOyBaeTbCss BHAcNigok docdopunioBaHHA Ta
nocrnigyr4yoro BigKpUTTs NPOCBITY BOOHOMO KaHany
(Morillon et al., 2001). IcHyloTb AaHi TakoX npo
NOCUIEHHA ekcrnpecil reHiB akBanopuHie (a came,
TIP1 — tonoplast intrinsic protein 1) abcuun3oBoto
kncrnototo (Keskin et al., 2010).

MeHn TaSNRK2 M’sikoi nweHuui noainsoTbes
Ha Tpu rpynu BiANOBIgHO A0 IXHBbOI YyTNMBOCTI 40
ABK: I rpyna — He aKkTMBYlOTbCSA 3a A0LaBaHHS
ABK (TaSnRK2.4-2.7), Il rpyna — nposiBnsioTb
He3HayHuM CTyniHb akTuBauii (TaSnRK2.1-2.3),
Il rpyna — akTmBylOTbCS abCUU30BOKD KMCNOTO
(TaSnRK2.8-2.10). MNepwwi ABi rpynu KiHa3 3aaisHi y
dopMyBaHHi BIAMNOBIAI POCHMHM Ha abioTUYHWI
cTpec, ane 6e3 ydyacti ABK. Y npomoTtopax reHis
rpynu TaSnRK2 6yno BUSIBNEHO LUMUC-€NTEMEHTH,
nos’dasaHi 3 Bignosigaw Ha ctpec: ABRE (ABA
response element), LTRE (low temperature re-
sponse elements), ACGTATERD1 ta DRE (dehy-
dration response element), Ta canTn 3B’si3yBaHHS
TpaHckpunuinHux daktopie MYC/MYB. BTim, mo-
XyTb iCHyBaTV LWe He 3'COoBaHi MexaHi3mu pery-
nauii ekcnpecii gaHux retie. KiHasan SNRK2 matoTtb
Taky CTPYKTYpy: Le MOHOMepHi Ginku, N-kiHeub €
BNCOKOKOHCEPBATUBHUM i MA€ CXOXIiCTb i3 FOMOMO-
MYHUMM  CTPYKTYpaMn curHanbHux 6inkie poauH
SNF1 gpixmxie Ta AMPK ccasuiB; C-kiHeub Mic-
TUTb ABa OOMEHW — OOMeH |, xapakTepHun gns
ycCix kiHa3 poguHn SNRK2, 3abe3nevye akTvBaLlito
nig Aieto OCMOTUYHOrO cTpecy HesanexHo Big ABK,
Ta gomeH I, cneundpivnmin ana ABK-zanexHux
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kKiHa3 SNRK2, HeobOxigHun ans B3aemopii 3 doc-
datasammu PP2C (Kulik et al., 2011).

AHanis natepHy ekcnpecii nokasas, L0 3a
00po6kn pocnnH ABK Haibinbll 3Ha4YHOK Mipoto
akTuByloTbca TaSnNRK2 rpymu lll, cnabko akTtuBy-
toTbca — y rpyni I, Ta He akTUBYylOTLCS B3arani —
y rpyni . Y Bunagky mogerntoBaHHS OCMOTUYHOIO
CTpecy 3a [OMOMOro pPo34YMHy MonieTUneHrniko-
nto, BNPOJOBX OAHIE rogMHKN Big, novaTky gocnigy
akTuByloTbca TaSNRK2.2-2.6 (yacTkoBo rpynu | Ta
II) Ta TaSnRK2.8-2.10 (rpyna lll), To6TO Ui KiHa3w
B6epyTb yyacTb y opMyBaHHi paHHbLOI BignoBigi
pPOCAMH MWeHuli Ha Jilo OCMOTUYHOro CTpecy
(Zhang et al., 2016). Nonimopdiam reHisB TaSNRK2
Ta IX aKkTuBaUis nig BNNMBOM Aerigpartadil Ta iHWmx
abioTMYHNX CTpecopiB MOB’si3aHi 3 OiNbLU BUCOKOH
NMOCYXOCTIMKICTIO OOCNIAKYBAHUX POCINH: i3 HaKo-
MMYEHHSM OCMOTWYHO aKTUBHWUX PEYOBUH, 3HU-

XXEHHAM BUTpaT BOAM, MiATPUMAHHAM BUCOKOI iH-
TEHCUBHOCTI poTOCKMHTE3Y, 306epexeHHsM cTabi-
NBbHOCTI KNITUHHUX MeMbpaH Ta akTUBaLi€ aHTu-
OKCUOAHTHOrO 3axMCTy B yMOBax Mocyxwu (Tabn. 3).
HakonuyeHHss B cTebni po34MHHMX BYINEBOAIB,
Taknx 9K OpyKTaH, caxaposa, fKko3a Ta PPyKTo-
3a, Mae 3Ha4yeHHs He nuwe Ans NigTpUMaHHA oc-
MOTMWYHOI piBHOBArn B pOCivHi B yMoBax AediunTy
Bonoru, ane n ana oopMyBaHHS 3epeH i3 gocTaT-
HbOK Macol Ta BMICTOM KpOxXmarto, agxe nig yac
[o3piBaHHs BigOyBaeTbLCA Nepepos3noin BYrneBo-
AiB MK pisHUMK YacTuHamu pocnuHn (Miao et al.,
2017). IcHyloTb OaHi, WO 3acBiayyloTb perynsuito
abCcLM30BOI0 KMCMOTOK MNpOLEecy nepeposnoginy
HaKOMUYEHNX acUMINATIB Ta X BMKOPUCTAHHA nig
yac pgospiBaHHA 3epeH (Barnabas et al.,, 2008;
Saradadevi et al., 2017).

Ta6bnuusa 3. N'eHu npoTeiH-KiHa3 pognHn TaSnRK2,
wo 6epyTb yyacTb y BignoBiAi Ha A4ilo OCMOTUYHOIro cTpecy

FeH Nokanisauis Ctpecopwu, WO aKTUBYOTb AcouinoBaHi O3HaKKu MocunaHHs
y XpoMocomax TpaHCcKpunuik
TaSnRK2.3 1A' 1B, 1D — HakonuuyeHHs y cTebni uykpie | (Miao et al.,
nig 4ac nocyxu; Bucoka Maca | 2017)
1000 3epeH; mana BucoTa poc-
NWH
TaSnRK2.4 — Jerigpatauis, 3ACONIEHHS], | BUCOKUIA OCMOTMYHMIA Tuck y | (Mao et al.,
Hu3bka TemnepaTtypa, ABK KNiTMHax;  3HWKeHHs  BuTpat | 2009)
BOOMW; CTabINbHICTb KIMITUHHUX
MeMOpaH; BUCOKa iHTEHCUBHICTb
doToCUHTE3Y
TaSnRK2.8 5A', 5B OCMOTMYHUI CTPec, HU3bKa | HAKOMWMYEHHS LyKkpiB y cTebni; | (Zhang et al.,
Temnepatypa, ABK Ginbwa poBxuHa romosHoro | 2010), (Zhang
KopeHst; cTabinbHicTb MembpaH; | et al., 2013)
BMCOKA (POTOCMHTETUYHA aKTUB-
HiICTb; HW3bKUA  OCMOTWUYHUMN
noTeHuian
TaSnRK2.9 5A' 5B, 5D aerigparauis, 3aCOneHHs1, | aHTMOKCUAaHTHUA 3axucT; nig- | (Feng et al.,
ABK, metun-xacmonat, H,O, | BuweHuii Bmict ABK, nponiHy Ta | 2019)
LyKpiB B YMOBax OCMOTWYHOrO
cTpecy
TaSnRK2.10 4A', 4B, 4D AeriapaTaLisi, 3aconeHHs" — (Zhang et al.,
2017)

! — nonimMopdHwuii nokyc

% BCTAHOBNEHO A5 optonorie TaSnRK2.10 pucy Ta Kykypyasu.

Micns BMBINbHEHHS Big HeraTMBHOI perynauii
PP2C, kiHa3n SnRK2 docdopuntoloTb TpaHCKpun-
uivHi gaktopn AREB/ABF (ABA-responsive ele-
ment binding protein/ABA-responsive element
binding factor), wo HanexaTe go poanHu TP Tuny
«nenuyuHoBa 3actibka» (bZIP, basic leucine zip-
per). Y BeretatMBHuMX TkaHuWHax apabigoncucy y

Bi4NOBiAb Ha Ail0 OCMOTUYHOro cTpecy abo aoaa-
BaHHa  ABK  ekcnpecytotbca  AREB1/ABF2,
AREB2/ABF4, ABF1 Tta ABF3 (Fujita et al., 2011).
MoTpinHi MmyTaHTn arebl areb2 abf3 xapakrepusy-
IOTbCA MEHLLOK YyTnuBIcTo Ao Aii ABK, Hix iHTakT-
Hi POCNWHK, a TaKOX MEHLLOK CTIilKiCTIO A0 Al
OCMOTUYHOTO CTPECY Yepe3 3HWKEHHSI CUHTe3y
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6inkis, Wo 3abe3neyvyoTb MOCYXOCTINKICTb — TpaHC-
KpUNUinHMX dakTopiB, OIinNkiB TENOBOro  LUOKY,
npoteiH-cpocaras PP2C, GinkiB LEA, TpaHcnop-
TepiB ABK, amiHokucnor Ta ninigiB, OGinkie-
perynsatopie po3suTtky. Ons HabyTTa dyHKUioOHa-
NbHOT aKTMBHOCTI BOHM (POPMYHOTb FOMO- abo re-
Tepoammepu (Yoshida et al., 2010). Y nweHudi ue
TpaHckpunuinHnin paktop WLIP19, wo ekcnpecy-
€TbCS 3a AerigpaTauii, HA3bKOI TemnepaTypu Ta gii
ABK (Kobayashi et al., 2008). 'eHun, yyTnuei go aii
ABK, mictaTtb y npomoTtopi enemeHTn ABRE (ABA-
responsive element). Lle KoHcepBaTuMBHIi LMC-
ernemMeHTu, NoCcrnigoBHICTb SKMX cKnagaetbcs 3 8
nap HykneoTtugis (PyACGTGG/TC). Ans edexTus-
HOT perynsuil He4oCcTaTHbO HAABHOCTI OAHOro Ta-
KOro €eneMeHTy, 3a3Bu4Yal BOHW MOBTOPHOKTHLCS
DaraTto pasiB, a TakoX NobnM3y MoXyTb 3HaxXogu-
TUCb [JoOaTKoBi uUuc-enemeHTn, Taki sk CE1 Ta
CE3 (coupling element) Ta DRE/CRT (dehydration
responsive element/C-repeat) (Singh et al., 2015).
Binkn LEA. 'pyna 6inkis LEA (late embryo-
genesis abundant) B 3Ha4Hi KinbKOCTi HaKoOMu4y-
€TbCSl B HACiHHi, NUNKY Ta B KNiTUHaxX POCNUH i3
HeCTabinNbHUM BOAHUM PEXMMOM. IXHill BMICT 3po-
CTae y BiAnoBiab Ha Jito BUCYLLYBaHHSA abo HU3bKOT
TemnepaTtypu, a Takox pJogasaHHsa ABK. Bonwu
3axuwatoTb iHWi Ginku Big arperauii Ta BTpaTu
dYHKUiOHaNbHOT aKTUBHOCTI, BIpOrigHO, Ailoun §K
«KMOMEKYNSAPHI  WNTUY, 3aiMaloynm Micue MoMmiK
OBOX OINKoBUX MONEKyn Ta ynepemkytoun ixHe
3nunaHHs. Tak, y gocnimkeHHi (Goyal et al., 2005)
Byno nokasaHo, wo 6inok Em (early-methionine-
labelled) nweHwuui 3axuwae uyuTpart-cMHTETa3y Ta
naktaT-gerigporeHasy Big arperadii  BHacnigok
BUCYLLIYBaHHA Ta 3aMoOpoXyBaHHA. Llen edekT
NMOCUINIETLCA 3a MNPUCYTHOCTI AuMcaxapuiis, 30K-
pema, Tperanoan. Okpim 3anobiraHHs BTpaTu CTPykK-
Typu PyHKUIOHANBbHOI aKTUBHOCTI iHWWX Binki.,
LEA matoTb pag iHWKX YHKUiA: 3B’A3yBaHHS NOHIB
MeTanis, 3oKkpemMa KanbLito Ta KaTaniTM4HUX MeTa-
nie, WO CApUsOTb YTBOPEHHIO B KMiTUHAX FigpoK-
CUIMbHKX Ta MEPOKCUOHWX paguvkanis; 3B’si3yBaHHSA
3 MembpaHamu Ta ix cTabinizauis; nigBULLEHHSA
MeXxaHi4yHoi cTabinbHOCTIi uMTOnNnasMmM B yMOBaX
3HEBOOHEHHS WSAXoM (POpMyBaHHS yrnopsiakoBa-
Hux cpinamenTiB (Tunnacliffe et al., 2007). Y kniTKHI
6inkn LEA nokanisoBaHi y 6araTtbox koMnapTMeH-
Tax — y uuTtonnasmi, s4pi, nnasMaTuUdHin Mem-
OpaHi, MiToXxoHOpiISX Ta xnoponnactax. [ocni-
IKEHHs cTpykTypn Ginka Em nokasano, wo 70 %
MOMeKynn Mae HEeBMOpsiAKOBaHY CTPYKTYpy «ran-
dom coil» i BUCOKMI NOTeHUian rigpaTtauii, wo 3y-
MOBJIEHO BWCOKMM BMICTOM 3anuLKiB rigpodifib-

HUx amiHokucnoT (Gly, Glu, GIn) (McCubbin et al.,
1985). [erigpaTtauisa npu3soanTb A0 NiABULLIEHHS
BMOPSAKOBAHOCTI CTpykTypu LEA-6inkiB (Tunna-
cliffe et al., 2007).

Y nweHunui M’akoi yactuHa Ginkie rpynm LEA
€KCNpecyeTbCsl y BiAMOBIAb Ha Ai0 gerigpatauii
Ta / abo abcum30BOT KMCIOTU, iHWi — 38 COMbOBO-
ro cTpecy, Aii HM3bkoi TemnepaTypu, abo X iX PyHK-
uis we He Bigoma. [lo Ginkie, ekcnpecisa skux 3poc-
Tae B pasi 3HEBOAHEHHS, HanexaTtb 6inkm Em
(rpyna | 3a ctapoto knacudikadieto (Tunnacliffe et
al., 2007)), 6inkn poamHun gerigpuHie (rpyna 1), Ta
LEA Il rpynu (Liu et al., 2019). Ycboro Ha AaHun
yac Bigomun 121 reH LEA, siki 3a (pinoreHeTU4HMM
aHanisom posnogineHo Ha 8 rpyn — LEAL-LEAG,
reHu gerigpuHie Ta SMP. JlokanisoBaHi reHn LEA B
YyCiX XpoMocomax. XapakTepHOK pPUCOK [aHUX
reHiB € Oy)Xe Mana KifbKiCTb iHTPOHIB: Y 24 reHiB ix
Hema B3arani, y 95 HaaBHMA 1 iHTPOH, i nNuwe y
2 TeHiB € Oinblia iX KiNbKiCTb. 3HaA4Y€HHA LbOro
ABuLLA@ Nonsrae, MOXMIMBO, Y MPUCKOPEHHI TpaHc-
Kpunuii Ta NpouecuHry Tta B BinbLuii «eKOHOMHOC-
Ti» TpaHckpunuii (Liu et al., 2019).

Oo poauHu perigpunis (DHN) y nweHwnui
M'AKOI HanexuTb 54 reHu, WO BIAHOCATbLCA [0
32 romeornoriyHmx knactepis (rpyn 3 Oinbw Sk
89 % igeHTWYHICTIO KogYH4YMX NOCNIOBHOCTEN) Ta
noainawTbca Ha 7 TUMiB BiANOBIAHO OO HAABHOCTI
Ta KinbKocTi MoTMBIB K (MICTATb Garato 3anuiukis
nisanHy), Y (motus DEYGNP) Ta S (3anuwkun cepu-
Hy): KS, SKj3, YSK;, Y,SKy, K, Y2SKj, YSK;. Han-
Binblwe reHiB HanexaTb Ao rpyn YSK; (25) ta K,
(18). B ymoBax gerigpaTtauii B nMcTKax HanBu1LLOO
€ ekcnpecis gerigpuHisa TaDHN2 (SK3), TaDHN11,
TaDHN17, TaDHN6 (YSK;), TaDHN7 (Y,SK,),
TaDHN18, TaDHN22, TaDHN23 (K.). Y KopeHsx
3a 3HeBOOHeHHs ekcripecyoTbed nuwe TaDHN1
(KS) Ta TaDHN2 (SK3). 3a gogaBaHHa ABK Han-
CUNbHiLLe aKTUBYETBLCS eKcnpecisa AerigpuHis rpynm
YSK5, MeHLow MipOI'O Kn Y2SKs, YoSKi, YSKs;
po3bixxHOCTI B ekcnpecii nig gieto nocyxu ta ABK
cBigyaTtb Npo iHWui, ABK-HesanexHun wnsx pe-
rynsuii, siporigHo, CBF/DREB-wnsx. CuHtes nes-
HWUX AerigpviHiB BiobyBaeTbCa TakoX y BiANOBIAb Ha
nito oxonomxkeHHs Ta gogaeaHHsa NaCl. Psg Ginkis
Liel rpynu ekcnpecyeTbcsl KOHCTUTYTUBHO B pe-
NPOAYKTUBHUX TKAHWUHAX Ta B HACiHHI, WO 3axuLiae
X Big ywKomkeHHA aerigpartadieto (Wang et al.,
2014). leHwn perigpuyHiB po3TalloBaHi B XpOMOCO-
max T. aestivum L. 3, 4, 5 Ta 6 rpyn (Liu et al.,
2019).
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TpaHckpunuinHi paktopu NAC. TpaHckpun-
uivHi gaktopu NAC oTpumanu Ha3By Ha 4ecCTb
nepLmnx TpbOX iAeHTUdIKoBaHMX OINnkiB Ui€i poan-
Hu — NAM, ATAF1/2, CUC2. Ha N-KkiHUi BOHM
MIiCTATb BUCOKOKOHcepBaTuBHMIA aomeH NAC, wwo
Oepe yvactb y B3aemogii 3 [JHK Tta B yTBOpEHHI
aumepiB Ginky, a Ha C-kiHUi — BapiabernbHy OinsaH-
Ky, WO 3a3Buyai Mae noAibHy nocnigoBHICTb Y
romMeornoris, 3afisHy B perynauil TpaHckpunuii. Y
nweHuuyi NAC 3agisHi y npouecax HopmanbHOro
mMeTaboniamy — y ¢OoToCKMHTESi, ekcnopTi Ginkie 3
aapa oo uutonnasmu, docdopunioBaHHi Binkis,
noOynoBi KNiTUHHOT CTiHKW, perynsiuii po3BuUTKYy,
30Kkpema poTonepioauamMy Ta UBITIHHS, a TakoxX Y
BignoBiai Ha Aito 6ioTMYHUX Ta abioTUYHMX CTPeco-
piB, TakMX K MOCyxa, 3aCONIEHHSA Ta BUCOKA TEM-
nepatypa (Tang et al., 2012). LUupokuii cnektp
gakTopiB, WO MOXYTb CMNPUATM EKCrpecii reHiB
AaHoi rpynu T, 3yMOBMEHWIA HAsABHICTIO B X Mpo-
MOTOpax UUC-AilounX enemMeHTiB, Takux sk ABRE
(ABA-responsive elements), ribepeniH-, meTumkac-
MOHaT- Ta caniumnart-dyTnusi enemeHTn, TATA- Ta
CAAT-60kKcu, wo 6yno nokaszaHo Ha Npuknagi reHy
TpaHckpunuinHoro ¢aktopa TaNAC67 (Mao et al.,
2014). Y «kniTuHi TpaHckpunuinHi daktopu NAC
nokanisytTbCs 3a3BuYan y a4pi, ane MoXxyTb Ta-
KOX OyTu 3B’si3aHMMK 3 NnasmMaTu4Ho MeMOpa-
Hoto (Tang et al., 2012). 'enn TP NAC € Ha BCix
xpomocomax T. aestivum L., Hanbinblie — Ha
XpomMmocomMax 2, 3 Ta 7, IXHS KiNbKiCTb TPOXU po3pi-
3HAETLCA MiX romeorioraMu. YCbOro B rEeHOMi
nwenunui m’akoi susasneHo 453 reHn NAC, ski 3a
pesynbTatamm (ifforeHeTUYHOro aHanidy po3nogi-
neHo Ha 8 rpyn (a-h). BHacnigok aii nocyxu ta ABK
akTuBytloTbcs reHn TaNAC2/TaNAC2a, TaNAC4a,
TaNACG6, TaNAC29, TaNAC67, TaNAC6E9 (Xue et
al., 2011; Mao et al., 2012; Tang et al., 2012; Mao
et al., 2014). Yuactb paHux T® y copmyBaHHi
MOCYXOCTINKOCTI nondrae B akTuBauil reHis Bigno-
Bidi Ha Ait0 NOCYXM, CUCTEM CUrHANbHOI TPaHCAYK-
LiT, @ TaKoX Yy MNOCUNEHHI aHTUOKCMOAHTHOT aKTUB-
HocTi (Tabn. 2).

TpaHckpunuinHi cphaktopmn MYB. Y nweHuui
M’'sikoi Byno igeHTudikoBaHo 60 reHiB TpaHcKpun-
LinHnx dakropis MYB (Zhang et al., 2011). 3aranb-
HOKO puco umMx BinNKkiB € HasfABHICTb [OOMEHY
MYB, wo cknagaetbca 3 1-4 N-KiHLEBUX TaHOEeM-
HWX NOBTOPIB, KOXeH yTBopeHun 50-53 amiHokuc-
NOTHUMMW 3anuLLIKaMW, cepen SKNX PerynsipHo pos-
nogineHi 3 sanuwkn TpuntodgaHy abo deHinana-
HiHy, siki cdopmytoTb rigpodobHe sapo. KoxHui
Takun OOMeH yTBOPKE KOHOPMAaLINHUA enemMeHT
«cnipanb-netnsa-cnipanb» (helix-loop-helix), skuii

Bni3Hae cneumgiyny NnocnigoBHICTb OHK
(C/ITAACG/TG) Ta 3B'A3yeTbCs 3 Het. 3anexHo
Bif KinbkocTi nosTopiB MYB noAinstoTe Ha rpynu:
MYB-nogibHoro Tuny — 3 1 NOBTOPOM (Y MLUEHUL
37 reHiB kogytoTe TP Takoro Tuny), R2R3-MYB —
3 2nostopamn (22 reHu), R1IR2R3-MYB — 3
Tpboma (1 reH), Ta 4R-MYB (y nweHuui M’sikoi He
BUsBIeHi). binbwicTte reHiB MYB ekcripecyoTbCsi B
yCiX TKaHWHax nwenuui. BoHn 3agiaHi y npouecax
Mopdpo- Ta rictoreHedy (QOPMYyBaHHSI TPUXOM,
KOPEHEBUX BOJIOCKIB, PO3BMTOK TUYMHOK Ta MUIIb-
HUKIB, bOpMyBaHHA naTepanbHUX MeEpPUCTEM),
PO3BUTKY KIiTWUH, GIOCMHTETUYHUX Ta perynsatop-
HUX MpoLiecax, a TakoX Yy BiAnosidi Ha Aito cTpeco-
BUX paktopi. byrno npoBeneHO aHani3 exkcnpecii
reHis TaMYB nig gieto pisHux cTpecoBux akTopis.
Mig BnnmBom ABK Ta 3HEBOOHEHHA 3MiHMNach
eKkcnpeciss 22 reHiB, 3okpema, obugsa cakTopu
BNAMBalOTbL Ha ekcnpecito TaMYB39 i TaMYB71
(cnocTtepiranacb aktuBauis), TaMYB20, TaMYB34,
TaMYB40, TaMYB56, TaMYB68 (penpecis). lig
BMMMBOM  MOCYXM TaKOX akTuBytoTbcs TP
TaMYB30, TaMYB46, TaMYBG65; penpecytoTbcs
TaMYB1, TaMYB25, TaMYB45, TaMYB55,
TaMYB69, TaMYB72. 3 15 reHis, Lo 4yTnuei Ao
ABK, 14 3MiHIOIOTb CTyMiHb aKkTUMBHOCTI nig BNNK-
BOM iHLIMX CTPecoBUX (pakTopiB — 3aCOMEHHS,
Jerigpatauii Ta Hu3bkoi TemnepaTypu. Lle cBig-
YUTb MApPO 1X MOXNuBY y4vacTb B ABK-3anexHux
LIsAXax CUrHanbHOI TpaHCAyKuil y BignoBigb Ha
aito abiotnyHmnx ctpeciB (Zhang et al., 2011). Ekc-
npecia renise T® MYB cnpuse CTinKocTi 4o 3aco-
NEHHs1 Ta 3HEBOLHEHHS, LUBWOKOMY MOBEPHEHHO
00 HOpManbHOro pO3BUTKY Micns HopManisauii
YMOB iCHyBaHHS1, L0 NOB’A3aHO 3 aKTMBALiE0 reHiB
biocnHTesy ABK, nponiHy, 6inkis LEA Ta depmen-
TiB CUCTEM @HTMOKCUAAHTHOro 3axucty (Tabn. 2).
MexaHiaMOM 3axucTy Big HagMmipHoro swuna-
pPOBYBaHHS € BigknageHHs Ha NoBepxHi enigepmu
KyTUKYynsipHOro BocKy. KyTukyna cknagaeTtbcs 3
KYTUHY — nosliecTepHoro nosimMepy i3 3anuuikis
rniuepony Tta C16 i C18 >»upHux kucnot. XKupHi
KMCIOTK 3 ayxe gosrum nadutorom (C20-C34), a
TakoX IX NOXigHi — cnupTW, anbgerign, KeTOHW,
ankaHu Ta BOCKW, YTBOPHOKOTb MAaTPUKC, Y SIKUA
3aHypeHa kyTuHoBa MembpaHa. C16 Ta C18 xupHi
KMCMNOTK CUHTE3YIOTLCA B XJloponnacTax, TpaHcnop-
TYOTbCS OO uuTonnasmu, i B eHgonnasmaTuyHoMy
peTuKynyMi NpoxoasiTb NOCMiAOBHI peakuil npuea-
HaHHsA C2 dparmeHTiB. B apabigoncucy GiocuHTes
depMeHTIB, WO KOHOEHCYIOTb >XUPHI KUCMNOTU 3
Oyxe OO0BrMM naHuiorom, aktmyetbcsa T® MYB96
3aBOsiKM HasIBHOCTI B npomMoTopax reHiB MYB-
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3B’A3ylounx nocnigosHocTen. [OaHun TO Takox
perynoe akTuBauito MepuctemMy BiYHMX KOPEHIB,
crnpusoun iX pocTy B YMOBaX MOCYXW; aKTUBYE
RD22 — reH, 3agigHun y perynsuii npoauxosux
pyxie (Seo et al., 2011). Y nweHuUUi reHom, AKUK
MOCUITIOE MOCYXOCTIMKICTb LUMSIXOM akTmBauii Oio-
CUHTE3y BOCKIB KyTukynu, € TaMYB31. Cepeg ro-
MeOroriB AaHoro reHy HambGinbll 3Ha4yHOW 3a Jiji
nocyxu € aktueauis TaMYB31-B. TpaHcreHHi poc-
nHW apabigoncucy, Wo HecyTb OAHWA FeH, Y HOp-
MarbHMX YMOBaxX MarTb MEHLUI po3Mipu, ane 3Hau-
HO Kpallie NepeHoCsaTb HecTady BOMorm — BUTpa-
YalTb MeHLUe BoAM Ta Kpalle pocTyTb. TaMYB31
akTmBye reHm biocuHTesy Bocky (CER1-L1, WSD1,
WIN1/SHN1, FAR3) Ta LEA, a TakoX 3HWXYyeE ak-
TUBHICTb reHy CYP707A3, NpoayKT SIKOro 3afistHun
y wnsxy gerpagauii AbBK (Zhao et al., 2018).
TpaHckpunuinHi pakTtopn WRKY. WRKY —
poouHa T®, po skoi HanexaTb 160 OinkiB i3 KOH-
cepsaTuBHuM WRKY-0OMEHOM [OBXWHOW Onn3b-
Ko 60 aMiHOKMCNOTHUX 3anuukie. JaHun gomeH
Bkrntovae koHcepBaTusHun Motne WRKYGQ/KK Ta
obnactb C2H2, wo yTBOpPIOE CTPYKTYPY «LIMHKOBUIA
naneub» (zinc finger), Ak 3agisHi y 3B’A3yBaHHi 3
perynsTopHol0  UUC-AINSHKOK B NpoMoTopax
uinboBux rexie. Lle Ttaki nocnigoBHocTi, sk W-box
(TTGAC(C/T)) tTa WK-box (TTTTCCAC). Ockpim
WRKY, gaHi T® MaloTb OinsgHKu, Wo crnyryTe Ang
perynsauii TpaHCKpunuii reHiB, NpoaykTn Sknx 3agi-
SHi B Pi3HUX npoLuecax MopdoreHesy, po3BUTKY,
CTapiHHA Ta BiANOBigi Ha Ao cTpecoBux hakTopis,
TakMx 9K Nocyxa, 3acofieHHs, 4is HU3bKNX Ta BMCO-
Knx Temnepartyp, Y®D-BUNPOMiHIOBaHHS, TpUOKOBI,
BakTepianbHi Ta BipycHi iHdekuii (Wu et al., 2008;
Okay et al., 2014; Ding et al., 2016). lNocuneHa
ekcnpecisa reHiB TaWRKY y TpaHCreHHUX pocnuH
CMpUSiE 3MEHLLEHHIO BUTPAT BOAW, HAKOMUYEHHIO
OCMOTUYHO aKTMBHMX PEYOBMH Ta akTMBaLlii aHTu-
oKCuOaHTHUX cucTtem (Tabn. 2).
AHTMOKCMBAHTHUM 3axucT — chakTop apa-
nTauii 4o nocyxu. BuHukaroumii BHaAcnigok nocyxu
OCMOTUYHUWA CTPEC NpuU3BOAUTb [O YUCIIEHHMWX
MeTaboniyHnX nopylleHb, cepen SKUX — YLUKO-
DKEHHS  KNITUHW  aKTUBHUMU  (POpMamMm  KUCHIO
(A®K). OerigpaTtauis npv3BoguTb A0 MPUrHIYEHHS
aKTMBHOCTI dhepMeHTiB umkny KanbBiHa Ta enekTt-
POHHO-TPAHCMOPTHOrO NaHutory xnoponnacTie, Ta
3HWXKeHHs BMicTy CO, BHACNigoOK 3aKpUTTS NPOAK-
xiB (Keskin et al., 2010). BuHukae ancbanaHc Mix
30yHKEHHAM XMnopodiny Ta TPaHCMOPTOM EneKT-
POHIB, Yy pe3ynbTaTi 40ro €ereKTPoHW YacTKOBO
BiJHOBIIOIOTE MOJIEKYNSAPHUA KUCEHb 3 YTBOPEH-
Ham ADK, a came cynepokcugy (0O,7) Ta H,0,, wo

YIWKOMXKYIOTb  KMiTUHHI  MeMOpaHW,  OKUCIOTb
amiHokucnotu y cknagi 6inkiB, npv3BogaTb 00
MOCWUMEHHSA MNpPOTEONi3y, MOPYLUEHHA CTPYKTYpU
OHK (Scandalios, 2005; Demirevska et al., 2008).
3axuct KnitMHHUX CcTpykTyp Big A®K 3abesnevy-
H0Tb aHTUOKCUMAAHTHI (PepMEHTHI CUCTEMU: cynep-
okcuaamncmyTtasa (CO[L) tpaHcdhopmye O, y ne-
peknc BOAHIO, MOTIM KaTanasa Ta nepokcugasu
po3knagatoTb MOro Ao BoAu Ta KucH. [1o Hedep-
MEHTHUX CKNagoBUX aHTUOKCUMOAHTHOrO 3axucTy
HanexaTb ackopbaT, Tokodepon, rnyTaTioH, [3-
KapoOTWH, 3eakcaHTWH, noniamiHn (Scandalios,
2005).

3a gii abioTuyHoro crTpecy, 3okpema nocyxwu,
BioOyBa€eTbCA 3HAYHE MOCWITEHHSI EKCMpPECii reHy
cynepokcupancmyTtasm TaSOD1.2, wo mictute Cu
Ta Zn y katanitTuyHomy ueHTpi (Zhang et al., 2008),
reHiB MitoxoHapianeHux Mn-COL — BHacnigok
iHTeHcugikauii amxanHs (Wu et al., 1999). Cno-
CTepiraeTbCs TaKOX akTMBauia nepokcuagas (Ha-
npuknag, TaPrx04, TaPrx107). ¥ npomoTopax
aesknx reHiB  uiei rpynu BusiBneHo ABRE-
ernemMeHTH, Lo MOoXe CBigYMTK Npo iX perynsauito
abcumsoBoto kucnotow (Csiszar et al., 2012). Ka-
TanasHa aKTUBHICTb TaKOX MOCUNIOETLCS Nig 4ac
nocyxu, BTiM, HMK4YMI i piBEHb acoLitoloTh i3 Binb-
LLIOK NOCYXOCTIMKICTIO Yepes Te, Lo BoAHWUA aedi-
UMT CMPUYNHSIE MEHLUUIA CTPeC Y CTINKUX POCHvH
(Osipova et al., 2011).

Y xnoponnactax, MITOXOHAOPIsAX, NepoKCUCO-
Max Ta uuTo305i  (yHKUiOHye  ackopbaT-
rMyTaTiOHOBUA LMK — CUCTEMA OEeTOKCMKauii
H,O, (Selote et al., 2006; Abid et al., 2018). BmicT
ycix  depmMeHTiB  uUbOro  umkny  (ackopbart-
nepokcugasm APX, perigpoackopbat-peaykrasu
DHAR, moHogerigpoackopbat-peayktasn MDAR,
rnyTaTtioH-pegyktasn GR) ogHakoBoO 3pocTae nig
yac BogHoro gedoiuMTy Ta y pasi 06pobkn H,O,,
WO CBiAYUTb NMPO MOXNWUBY perynsuio ekcnpecii
reHiB gaHoi (bepMeHTHOI CUCTEMU NEPEKNCOM BOI-
HIO (Shan et al., 2018). Bigomo, L0 BMICT ackop-
OaT-nepokcupasn 3poctae BHacnigok Aii ABK,
nocepegHUKOM y LbOMY LWNSAXy perynaudii € TP
MYB (Qin et al., 2012).

OCMOTMYHO aKTUBHi pe4YOBMHU — peryns-
TOpU BOAHOrO pexuMmy B ymoBax nocyxu. [ins
edeKTUBHOrO MOrMNHaHHA I'PYHTOBOI BOMOMM Ta
NiATPUMKN TYpropy KniTUH B YMOBax MOCyXu Heob-
XiHa perynsuiga OCMOTUYHOIO TWUCKY B KMiTUHaX.
MoTik BOAM CNpsIMOBaAHWI i3 30HM 3 MEHLLOK KOH-
LEeHTpaUie0 pO34YMHEHMX PEYOBUH Yy 30HY 3 Binb-
IO KOHLEHTpauieto, TO6TO 3 HUXKYMM BOOHMM Ta
OCMOTMYHUM noTeHUuianoM. [Ana nigTpMMKM HU3b-
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KOro OCMOTMYHOrO MoTeHuiany B uutonnasmi Ta
xroponnacTtax KriTUH NIMCTKIB Ta KOPEHIB HaKomnu-
YyIOTbCA OCMOTUYHO aKTUBHi PEYOBUHU — PO3YMH-
Hi LYKpW, aMiHOKMCNOTH, K. Mig pieto BogHoro
JediuunTy B KNiTUHaX ToNepaHTHUX OO NOCYXU Cop-
TiB MWEHULi MOXe HaKOoMMyyBaTMUCb 3HA4Ha Kifb-
KICTb MNpOSiiHy, Ta, MEHLIOW Mipoto, acnapTaTy,
CEPUHY Ta iHLWMX aMiHOKUCIIOT; caxapoaun, ppyKTo-
31, MaHHO3M1, TaraTo3n, Tperanosu; manarty, okca-
naty, dymapaty. 36inbleHHs BMICTy nNporiHy
BinOyBaeTbca 30ebinbloro 3aBAskM  akTuBauii
noro OiocnHTE3y 3 rnytamaty Ta ranbMyBaHHIO
noro aerpagadii B MiToxoHApisx. Ane icHye i OpHi-
TMHOBUI WNAX GiOCMHTE3Yy NPOMiHY 3a 4OMOMOroH
OPHITUH-O-aMiHOTpaHCcepasn B MITOXOHAPISIX.
JeTani uboro Wnsxy HaBOAATLCA B Ornsfdi WoAo
doizionoriyHmMx yHKUIN i perynsuii BMIiCTY nposiHy
B pocnuHax B cTpecoBux ymoax (Konynaes, Ban-
Hep, AcTpeb, 2014). Hakonn4yeHHs iHWKWX amMiHOKK-
CNnoT MOXe MaTu Micue BHacnigok gerpagauii ge-
AkMx BinkiB abo 4Yepes ranbMyBaHHS MpPOLECIB
pocTy Ta biocuHTedy 6inkiB. PO34YnMHHI LyKpy CUH-
TesytoTbes de novo abo yTBOPHOIOTLCA BHACMILOK
rigponidy kpoxmanto (Barnabas et al., 2008; Blum,
2017; Abid et al., 2018; Guo et al., 2018).
Ocmoperynsuis — He eguHa yHKUia BinbHO-
ro nponiHy B KMiTUHI. HakonuuyeHHa nponiHy
noB’si3aHe 3 MigBULLEHHAM aHTUOKCUOAHTHOI aKTu-
BHOCTi, MOXITMBO, Yepe3 3HELUKOMXKEHHSI CUHINeT-
HOrO KWCHIO, MOCUIIEHHSA OiocMHTe3y epMeHTiB
ackopbaT-rnyTaTtioHoBOro uukry abo akTmBauito
katanasu, nepokcupgasm ta CO[l. Takox nponiH
MOXe BUKOHYyBaTW (PyHKLiO, nogibHy o wanepo-
HiB, TOOTO 3axuwaTtu OGinkosi Monekynu Big Mno-
LWKOMXKEHHA Ta arperauii B ymoBax Aerigpatauii.
®epmeHTn BiocuHTesy nponiHy (P5CS1, P5CS2,
P5CR) nokanizoBaHi B LMTOMMa3ami, ixHii BMICT
3pocTae 3a il 3HeBOAHEHHSs; Aerpagadis nponiHy
BiAOyBaeTbCA B MITOXOHAPIAX Ta 3a Aii nocyxu
npu3ynunHsieTbcst (Hayat et al., 2012). Y nweHuu;
reH, Wo Koaye nipponiH-5-kapbokcunaT-peaykrasy
(TaP5CR) — oguH i3 kno4voBux hepmMeHTiB Giocu-
HTe3y MpofiHy, flokanizoBaHui y xpomocomi 3D.
Ekcnpecia TaP5CR y kopeHsax, NUCTKax, KOnockax
NOCUIKETLCA 3a il BOOHOro, COMbOBOrO CTpecy,
Bucokoi Temnepatypu Ta ABK (Ma et al., 2008).
TpaHckpunuinHi daktopu NF-Y. NF-Y (nu-
clear factor Y) — T®, wo perynioloTb akTUBHICTb
FEHiB LUMAXOM 3B’A3yBaHHS 3 KOHCEPBATMBHWM
moTnBom CCAAT y npomotopi. CknagatoTbcs 3
TPbOX Cy0OOUHWLb, KOXHa 3 SKUX KOOYETbCS
OKpeMUM reHom. Y nweHuui sigomo 80 reHis, L0
kogytoTb NF-Y (18 — cyboamnHuuio NF-YA, 34 —

NF-YB, 28 — NF-YC) (Ma et al., 2015). Ha N-kiHui
NF-YA posTawloBaHa JinsiHka B3aemofii 3 ABoma
iHWMMKM cyboamHmuammn, a Ha C-kiHui — OHK-
3B’asytounin gomeH. NF-YB 1a NF-YC Takox ma-
I0Tb AiNsHKK, HeobxigHi B3aemogii 3 OHK, npuyomy
NF-YB 3abesneudye cneundivHicTb B3aemogii. NF-
YB 1a NF-YC MicTaTb MOTMBU 3 BYO0OBOK «TiCTO-
HoBa cknagka» (histone fold) — Tpn noegHaHi mix
coboro netnaAMM a-cnipani, nogibHi oo Tux, LWo
HasiBHi y ricToHiB. Ekcnpecia NF-Y moxe 6yTu KOH-
CTUTYTUBHOIO, 3anexaTtu Big cTtagii po3suTky abo x
3MiHOBaTUCh Mig BNAMBOM (hakTopiB cepeoBuLLa,
30Kpema, nocyxu (Stephenson et al., 2007). Nocu-
neHa ekcnpecia gaHmx T® cnpusie aktuBauil cur-
HanbHoro wnaxy ABK, nocuneHHo aHTUOKCUOaHT-
HOro 3axucTy (LWNSAXOM akTMBaLii reHiB nepokcu-
[a3) Ta HaKoMMYEeHHID OCMOTUYHO aKTUBHUX pPeYvo-
BWH, LUBMOKOMY 3aKpUTTIO MpoaumxiB, Wo Oyno no-
kaszaHo B po6orTi (Yang et al.,, 2017) Ha npuknagi
ekcnpecii TaNF-YB3;l y TpaHCreHHuX niHisx TioTto-
Hy. 3a iHwumu ganumum (Ma et al., 2015), NF-Y
MOXYTb CMPUSTU MiABULLEHHIO CTIMKOCTI A0 OOHUX
TMNiB abioTUYHOrO CTpecy, TOAi sIK YyTNUBICTb OO
iHWKX 36inbwyeTbea. Tak, Y POCMAWH, B SIKUX €KC-
npecyetbcss TaNF-YA10-1, cnocTtepiranacb BuLla
MOCYXOCTIMKICTb Ta MigBuLLEeHa YyTnuBICTb A0 3a-
CONEHHs1 4epe3 penpecito reHiB, NPOAYKTU SKMX
OepyTb ydacTb B afjanTtauii 4O CONbOBOro CTpecy
(Ma et al., 2015).

TpaHckpunuinHi c¢aktopyu AP2/EREBP —
yyacHuku ABK-He3anexHoro curHanbHoOro
wnaxy. ABK-HesanexHun wnax perynsuii reHis,
LLIO 3yMOBIOKOTL BiAMOBIAb Ha Aito NOCyxu Ta agan-
Talito OO Hel, 3aneXuTb, rONOBHUM YMHOM, Big TP
poanHn AP2/EREBP (Apetala 2 / ethylene respon-
sive element binding protein), 4o AKoi y nNweHuLi
HanexaTb Taki Oinkm sk WDREB2, TaERFS3,
TaAlDFa. BoHu 3B’13yl0TbCA C LUC-AiloMUM erne-
MeHToM DRE (drought-responsive element; TAC-
CGACAT) y npomoTopax reHiB, LIO aKTMBYHOTbCA
nia pieto 3HeBogHeHHs abo 3aconeHHs. OHK-
3B’A3ytodo0  ginsiHkoto B AP2/EREBP € gomeH
AP2, wo cknapaetbca 3 60-70 aMiHOKMCNOTHUX
3anuwikiB. Ha N-kiHUi 3HaxoanTbca enemeHT YRG
i3 3anuLLKiB rigpodinbHMX Ta OCHOBHUX aMiHOKMC-
not, a Ha C-kiHUi — enemeHT RAYD, Lo yTBOpIOE
a-cnipans. Bsaemopgia 3 [OHK BigbysBaeTbcs 3a
yyacTio enemeHTa YRG, a RAYD, BiporigHo, cny-
rye ons B3aemogii 3 iHwumn Binkamm abo peryns-
uii ss’asysaHHa 3 [OHK (Kizis et al., 2001).
AP2/EREBP Ta, 3okpema, T® DREB 6epyTtb
yyactb Yy (OpMyBaHHi pocrvHamu CTiUKOCTi [0
OCMOTUYHOTO, COSIbOBOMO CTPECY Ta HU3bKOi TeM-
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nepatypu. Ix akTusauis 3anexuTb Bif iHLWINMX ene-
MEHTIB CUrHanbHUX CUCTEM, NPO WO CBiAYMTbL Has-
BHICTb Yy MPOMOTOpax LMC-ENIEMEHTIB, Takux $K
DRE/CRT, LTR (low temperature response),
ABRE, MYBRS, enemeHTu BignoBigi Ha aito ¢ito-
FrOPMOHIB, OCBITNIEHHS, MNATOreHHUX esicuTopiB
Towo (Wang et al., 2021). Ekcnpecisa renie DREB
TakoX 3anexuTb Big enireHeTUYHUX Moaudikauin.
Y pocnigxeHHi (Wang et al., 2021) 6yno npoaHani-
30BaHO akTuMBHiICTb reHiB DREB2, DREB6 Ta
Wdreb2 B ymoBax nocyxu Ta CTyMiHb MeTUIOBaH-
HA a30TUCTUX OCHOB Y X NpomoTopax. byno Buss-
NEHO, L0 MEeTUNIOBAHHSA LIMTO3UHY — Lie MeXaHi3M
HeraTMeHOi perynauii aktusHocti DREB, apxe
OEMETUITIOBAHHA  CYNMPOBOKYETLCA  aKTMBaLi€
reHis. OgHMM i3 MexaHi3miB perynsuii Bignosiai Ha
[il0 CTpecy € anbTepHaTUBHWUIA CMAAWCUHI TPaHC-
kpunty Wdreb2 (romonora reHy DREB2A apabigo-
ncucy) (Egawa et al., 2006). Tak, ekcnpecis
Wdreb2B (skuin cknagaetbcs 3 3 €K30HIB) € KOH-
CTUTYTMBHOIO, Ta MOCUMIOETLCA 3a Ail HA3bKOI TEM-
nepaTypw; TpaHckpuntu Wdreb2a (Hangosla ¢o-
pma 3 4 ek3oHiB) Ta Wdreb2y (2 ek3oHu)
3’ABMAITLCA 3a Aii pisHUX cTpecoBux pakTopiB.
MpunyckaeTbCs, WO CANaUCUHr 3  YTBOPEHHSM
dopm Wdreb2a ta Wdreb2y € ABK-3anexyum.
Ekcnpecias Wdreb2 noe’sizdaHa 3 Oinbll BMCOKOH
CTIRKICTIO 0O 3HEBOAHEHHSA Ta HU3bLKOI Temnepary-
pu 4epes akTmBauito reHiB Cor/Lea. Tpu romeono-
riyHMX reHn Wdreb2 posTawoBaHi Ha KOpPOTKUX
nnevax xpomocom T. aestivum L. 1A, 1B ta 1D
(Egawa et al., 2006).

[HWi T® poagnHn AP2/EREBP — TaERF3 Ta
TaAIDFa — 6epyTb y4acTb Yy Bignosigi Ha gito
OCMOTUYHOIO CTPecy, HWU3bKOI TemnepaTtypu Ta
ABK. Ix ekcnpecis nos’sizaHa i3 akTuBaLliclo reHis
LEA, dbepMeHTiB aHTUOKCUOAHTHOMO 3axXUCTy, akBa-
MOPUHY, i3 HAKONMMYEHHAM MPONiHY Towo (Tabn. 2).
MNpomoTopn umx reHiB mictatb GCC-box, wo €
AinsiHkoto 3B’A3yBaHHA TaERF3, DRE/CRT — pi-
nsaHKy 3B’a3yBaHHs TaAlDFa Ta iHWwux TP poguHu
AP2/EREBP, a Takox perynsatopHi uuc-eneMeHTu
ABRE, DRE, W-box ta CAAT-box, Wo cBia4nTb
Npo CKNagHy perynsauio ix akTMBHOCTI 3a y4yacTho
baratbox T® (Rong et al., 2014; Xu et al., 2008).

TpaHckpunuinHi daktopn ZFHD B ABK-
3anexHin Ta Hesanexdin perynsaudii. T® ZFHD
(zinc finger homeodomain) 6epyTb y4acTb B ABK-
3anexHin i HesanexHin perynauil Bignosigi Ha
3HEBOJHEHHS Ta B HOpManbHMX Npouecax po3BuT-
Ky pocnvH. ZFHD MicTUTb ABa OCHOBHUX JOMEHMU:
Ha C-kiHui romeogomeH — [HK-3B’a3ytoua ginsH-
Ka, Wo mae OynoBy «cnipanb-noBOPOT-chipanby»

(helix-turn-helix) i3 TpbOX a-cnipanbHNUX CTPYKTYP,
Ta N-KiHLUEeBMA OOMEH «LMHKOBWI nanelb» — MO-
TMB, WO BKNOYaE ABi Napu 3anuLlkiB ricTUaANHY
abo uuCTeiHy, 3 AKMMW MOEAHAHWUIA KOOpPAMHAUN-
HUMM 3B’A3KaMu aToM UUHKY. [laHa rpyna T® He €
[eTanbHO OOCNIAXKEHOK Yy MeHuui, ane Bigomo,
wo ekcnpecis TaZFHD1 nocuntoetbcsa 3a 06pobkum
pocnvH ABK, eTuneHom abo MeTumKacMOHaTOM.
Lle csiguMtb npo moxnuey yyactb TaZFHD1 y
CUTHanNbHUX LWnaxXxax gaHux ¢iTtoropmoHis (Abu-
Romman, 2014). lNeH iHworo T® (TaCHP) mictutb
y npomotopi enemeHtn ABRE ta MYBRS, T06TO
Moro ekcripecia  Moxe  perynioBatucb T®
AREB/ABF Tta MYB y pesynbTati BogHoro gediuu-
Ty Ta gii abcumsooi kucrnotn. T® TaCHP nigsu-
wye cTyniHb ekcnpecii reHis DREB2A, CBF3,
ABI1, ABI2, wo 3agisHi B CUrHanbHiin TpaHCAyKUii
Ta aganTauii 4o ocmoTuyHoro ctpecy (Li et al.,
2010). B apabigoncucy nocuneHa ekcripecis
ZFHD1, ingykoBaHa fi€to OCMOTUYHOrO, COMNbOBOrO
ctpecy abo ABK, noe’azaHa i3 6inbll BUCOKO
MOCYXOCTINKICTIO, ane Ha 4YBepTb MEHLWWM PO3Mi-
pPOM POCIIMH MOPIBHSAHO 3 KOHTporneM. Llen edekt
HIBEMIETLCS 32 OOHOYACHOI NOCUNEHOI eKChpecii
ZFHD1 Ta reHy T® 3 poauHn NAC. BiporigHo, aaHi
T® B3aemopaitoTb Mk coboto, a Ansa akTusaLii nes-
HUX TeHiB HeoOXigHO € HasfABHiCTb 0box Td, sk
Hanpuknag ongd ERD1 — reHy, Wo akTuByeTbCA B
apabigoncucy nig Yac gerigparadii. AHani3 nocni-
[OBHOCTEN MPOMOTOPHUX AINSHOK reHiB apabigon-
CUCY CBIgYUTb NPO MOXIMBY perynsuito gaktopa-
mn ZFHD psgy reHis — T® MYB T1a bHLH (basic
helix-loop-helix), untoxpomy P450, nepokcugasw,
LEAS, Ginky TennoBoOro LIOKy, OesiKuX perigpore-
Ha3 Ta cuHTeTas. lMigBuLLEeHHS CTIMKOCTI 4O NOCyXU
BHacnigok ekcnpecii ZFHD 3ymoBneHe He 3Hu-
XEHHsIM BUTpAaT BoAW, a, UMOBIPHO, CUHTE30M Oin-
kKiB LEA abo moaynsuied CUrHanbHWUX LUNSXiB,
3afisHMX y npouecax MpUCTOCYBaHHSA OO MOCYXu
(Tran et al., 2006).

Y3aranbHeHHA. Perynauis signosigi Ha Agito
OCMOTWYHOIO CTpecy Yy niieHuuli M’sikoi BigbyBa-
€TbCSA AeKiNbkoMa Lunsixamu, 3anexHumm abo He-
3anexHumMu Big abcumsosoi kucnotn. ABK ranbmye
npoLecn pocTy Haa3eMHUX YaCTUH POCITMHU LUNS-
XOM iHribyBaHHs Ail ayKCMHIB Ta LMTOKIHIHIB, nig-
BULLYE TiapaBniyHy MNPOBIAHICTb KOPEHIB LLMSAXOM
MOAYNSALiI aKTUBHOCTI akBanopuHiB — MembpaH-
HUX BOAHWX KaHaniB, 3MiHIOE MOTIK NOHIB Yy 3aMu-
Karumx KnitMHax npoamxis, WO Npu3BOAUTb OO 1X
3aKpMBaHHA Ta 3HWXEHHS BUTPAT BOAM Ha TpaHC-
nipauito. ABK aktmeye psg TO, wo perynioTb
eKCrMpecito reHiB, NPOAYKTU AKUX HeoOXxigHi and

ISSN 2415-3680 (Online), ISSN 1810-7834 (Print). BicH. Ykp. mos-8a eeHemukig i cenekuyjoHepig. 2022, mom 20, Ne 1-2 41



M. B. CudopeHko, C. B. Ye6omap

YCYHEHHS HeraTMBHUX Hacnigkis BoAHOro aedium-
Ty. ABK-3anexHolo € akTuBauis reHiB oepMeHTIB
AHTMOKCUOAHTHOrO 3axucTy — CynepoKkcuaamncmy-
Tas3, nepokcmpgas, katanas3 Ta epMeHTiB ackop-
BaT-rnyTaTioHoBOro uukny. AKTMBaTopamu ix Tpa-
Hckpunuii € T® NAC, MYB, WRKY, NF-Y, ZFHD
Ta TaERF3. Ekcnpecia reHiB LEA Ta gerigpuHie,
O nepeLwKomkaTb arperadii GinkiB BHaCnigok
3HEBOOHEHHs, 3abesnevyetbcst Ak  ABK-3anex-
HUMKM, TaK i He3aneXxHUMu LWsgXaMn CUrHanbHOI
TpaHcaykuii, 3a gonomoroto T® AREB/ABF, NAC,
MYB, WRKY, AP2/EREBP Tta ZFHD. ABK Takox
aKkTMBye BiOCMHTE3 MPONiHY — OAHOrO 3 rONIOBHMX
HU3bKOMOJTEKYNSPHUX OCMOMPOTEKTOPIB, LLO HaKo-
NMYyTBECA B KNiTUHI Ta 3abe3nevyoTb cTanicTb i
BOOHOro pexumy. HakonuyeHHs ocMoniTiB pery-
netbca TO® MYB, WRKY, NF-Y ta TaERF3.

disionoro-6ioxiMivyHi MexaHiamu, Lo 3abeane-
YyHOTb aganTauilo 4O HEAOCTAaTHLOIO 3BOJTOXKEHHS,
€ JocTaTHbo Aobpe BigoMMMM, BTiM, NOTPIGHO Lwie
Hemano pgocnifpkeHb Ana Toro, wob 3’scyBaTtu
MOMNEKYNSIPHO-TEHETUYHI MEXaHi3Mu, WO nexaTb B
OCHOBI  MOCYXOCTIMKOCTi. Ha pgaHwi  MOMEHT
3’ICOBaHMMWN € €NEMEHTU TONOBHUX CUrHaNbHUX
CUCTEM, KNto4oBi rpynu Td, ski perynioTb akTuB-
HiCTb reHiBs, ane HeobXiAHUMK € noaanbLli Aocnig-
XEHHS ONs BUSIBMIEHHSA YCiX reHiB, B3aemoain Mix
perynaTopHuMn enemeHTamu 1a TO, Wo getepmi-
HYIOTb MOCYXOCTINKICTb Y MWEHNUL M’SIKOT Ha Pi3HMX
eTanax OHTOreHeay.
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The purpose of the work is to analyze the
literature data on genetic determinants and
molecular mechanisms involved in the regulation
of adaptation and resistance to drought in common
wheat. The results. Regulation of the response to
osmotic stress in common wheat is carried out
through several abscisic acid-dependent or
independent pathways. ABA inhibits the growth
processes of aerial parts of the plant by inhibiting
the action of auxins and cytokinins, increases the
hydraulic conductivity of roots by modulating the
activity of aquaporins — membrane water
channels, changes the flow of ions in the closing
cells of the stomata, which leads to their closure
and a decrease in water consumption for trans-
piration. ABA activates a number of TFs that
regulate the expression of genes, the products of
which are necessary to eliminate the negative

consequences of water deficit. ABA-dependent is
activation of the genes of antioxidant defense
enzymes — superoxide dismutase, peroxidase,
catalase and enzymes of the ascorbate-glutathione
cycle. Activators of their transcription are NAC,
MYB, WRKY, NF-Y, ZFHD and TaERF3 TFs.
Expression of LEA genes and dehydrins, which
prevent protein aggregation due to dehydration, is
ensured by both ABA-dependent and -independent
signal transduction pathways, with the help of
AREB/ABF, NAC, MYB, WRKY, AP2/EREBP and
ZFHD TFs. ABA also activates the biosynthesis of
proline — one of the main low-molecular osmo-
protectants that accumulate in the cell and ensure
the stability of its water regime. Osmolyte
accumulation is regulated by MYB, WRKY, NF-Y
and TaERF3 TFs. Conclusions. Thus, in the arti-
cle is considered the regulatory role of ABA in the
formation of drought resistance through molecular
interactions involving aquaporins, dehydrins,
SNRK2 protein kinases, LEA proteins and their
genes, as well as genes of transcription factors
NAC, MYB, WRKY, NF-Y, AP/ EREBP, ZFHD,
DREB. However, due to the complexity of the
wheat genome and the polygenicity of the drought
resistance trait, there is currently no line of
molecular genetic markers for certain alleles of
drought resistance genes that would allow pre-
dicting the drought resistance of Ukrainian
breeding varieties. The molecular genetic mecha-
nisms underlying drought resistance and the
identification of genes with the greatest phenotypic
effect, as well as the modeling of the work of these
genes at different stages of ontogenesis and the
involvement of drought resistance alleles in
breeding programs, currently require further rese-
arch.

Keywords: common wheat, molecular mecha-
nisms of adaptation, drought resistance, gene
expression, transcription factors.
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