[IK 575:581.144.2:581.133.8:582.683.2

LUTOKIHIHOKCUAASA/OETAPOrEHA3A 9K BAXJINUBA MILLEHDb
anq NiABULLEHHSA NPOAYKTUBHOCTI POCJIUH

C.I". XABJIAK, C.I. CMIBAK, H.JI. TACTYXOBA,
A.l. EMELb, 41.b. BJIIOM

LY «IHcTuTyT Xap4oBoi GioTexHonorii Ta reHoMiku HAH Ykpaitu», 04123, YkpaiHa, Kuis, Byn. baiian-BuwHeseubkoro, 2A

E-mail: sergeyhab211981@gmail.com, cellbio@cellbio.freenet.viaduk.net

B o0easdi pozeasnymo ocrHosHi emanu biocunmesy i mema-
001i3MY UUMOKIHIHIG 3 AKUEHMOM HA 8aXdCAU8y pob
yumokininokcudazu/deciopoeenasu (CKO/CKX) ¢ deepa-
Odayii yumokininie. Y ubomy Kowmexmi Hagel0eHO ap-
eyMeHmu w000 GUDIUANbHO20 3HAHEHHS Ub02O (hepMeHmy
Yy niompumyi 36a1aHCO8AH020 PIGHA UUMOKIHIHIG V poc-
aunax. Ilpoananizosano poav eenie CKX, wo kodyroms
uumoKininokcudasy,/0eciopoeenasy, y (opmyearnti cmitikoc-
mi pocauH 00 QOIOMUYHUX CMPeCcOsUX HUHHUKIE ma ix
epoxcatinocmi. OxapaKxmepu3o8aHi MOAeKYAsPHO-eeHemuH-
Hi wasxu peeyaayii akmuenocmi eenie CKX. Yzaeanvue-
HO pe3yabmamu 00CAIONCeHb w000 pecyasuii aKkmueHocmi
CKO/CKX y nidsuwenni cmiiikocmi 00 abiomu4Hux
cmpecie i 8podcailHOCmi KYabmyp ma ONUCAHO Oiomex-
HoA02iuHI winsxu peanizauii maxux moxcausocmeil. Ok-
DPeMO  OKpecaeHo NnepcneKkmueu NOULYKY DeYo8uH, ujo
npuenivyromo axmuenicmo CKO/CKX, 3 memorw cmeo-
PeHHs npenapamié 045 CinbCbkoeo eocnodapcmea. Poz-
ensaHymo nepcnekmueni ximivni ineioimopu CKO/CKX i ix
eexmu Ha KYAbMYPHI POCAUHU.

Karouosi caosa: yumokininu, biocunmes, deepadauis, uu-
mokininokcudasa/deciopoeenasza, CKO/CKX, eenu CKX,
peayasauyia akmueHocmi, abiomuyni cmpecu, CMIUKicMb,
YpoocaiHicmo.

Beryn

LIuToKiHIHM SIBJISIOTH COOOI0 BaXKJIMBUIA Kj1ac poc-
JINHHUX TOPMOHIB, BiTKpHnTHX B Jadboparopii @. Cky-
ra (CIIA) B cepeiiHi MUHOJIOTO CTOJIITTS 3aBASIKU
CBOIll 30aTHOCTI iHAYKYBaTU KJIITUHHUM MOAIT B
KyJIBTYPi KJIiTUH pocauH in vitro (Kakimoto, 2003;
Miller et al, 1955). LluMm ropmMoHaM HaJIeXKUTh BaxK-
JIMBA POJIb B pETYJISALIi BCiX €TaIiB OHTOT€HE3Y pOC-
JIMHU: Bi 3aIUTiTHEHHS SSULEKIITUHU J0 CTapiHHS
i 3a-Tu6Gesi. BoHu 6epyTh ydyacTb y CTUMYIIOBAHHI
MOMUTY KJIITUH, TU(PEPEHIIIIOBAaHHI XJIOPOTJIACTIB,
IHAYKYIOTb CTeOJIOBUIT MOpdoreHe3, 3aTpUMYIOTh
CTapiHHS JIMCTS, KOHTPOJIIOIOTh TPAHCIIOPT MeTa-
0OJIITiB, peryaiolTh (PYHKIIOHAAbHY aKTUBHICTb
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HazeMHUX opraHiB pocauHu (Li et al, 2021). Bin-
MOBiTHO, IUTOKIHIHM BUKOHYIOTb BaXKJIMBi (DyHK-
Lii mig yac pO3BUTKY POCIMH Ta PETyIIOITh IX
pi3Hi izionoriyHi TpouecHu, 30KpemMa CTilKiCTb
POCIVH 10 CTPECOBMX YMHHMKIB, MiKpOOHUX Ta-
TOT€HIB, KOMaxX-1IKiAHUKIB i, 3pELITO0, MPOAYK-
TuBHIicTb KyabTyp (Hinsch et al, 2015; Akhtar et
al, 2020; Andreas et al, 2020).

LIMTOKiHIHM KOHTPOJIOIOTh AEKiJIbKa MapaMeT-
PiB, BaXXJIMBUX UIST POCTY, apXiTEKTypHu Ta (PYHKIIii
KopeHs. LIUTOKiHIHM € TOJIOBHUM HEraTMBHUM
peryasaTopoM MOAOBXKEHHS i PO3Tajy>XeHHS KO-
pEeHiB, 110 OyJI0O BCEOIYHO MPOAEMOHCTPOBAHO Ha
npukiaaai apabigoncucy (Ramireddy et al, 2014).
Y pucy UUTOKiIHIHM TaKoOX iHTIOYIOTh iHilLiallilo
OiYHMX KOPEHiB, ajieé CTUMYJIIOIOTh 1X BUIOBKEHHS
(Debi et al, 2005). PocauHu sSlUMEHIO 3 Hauek-
CIIPECi€I0 TEHIB LMTOKIHIHOKCHAA3M/IeTigpore-
Hazu (CKO/CKX) y KOpeHsIX MaloTh 30iIblIEHY
G6ioMacy KOpeHiB, TTpU LIbOMY B IXHiX JIMCTKAX 3Ha-
YHO MiABUIIYETHCS BMICT MaKpoO- i MiKpoeJleMeH-
TiB, 3HUXYEThCA YYTJIMBICTH JO HOBTOTPUBAIOL
MOCYyXY, a HaciHHA akymymioe Ha 30 % Oinblie
LIMHKY, HiX pocauHM aukoro tuiy (Kosakivska
et al, 2022). IlomiOoHuit edeKT crocTepiracTbes
TaKOX y apabigoricucy i TIOTIOHY, IO CBiTUYUTH
PO iCHYBaHHS CHUIBHOTO IJIS OJHO- i TBOAOJIb-
HUX POCJIMH €BOJIOLIHO CTabiIbHOIO MeXaHi3My
>xxuBieHHs1 (Shimizu-Sato et al, 2009).

LluToKiHiIHM BXe JaBHO i He 0e3 MiacTaB poO3-
JISIZAIOTh SIK OCHOBHI TOPMOHU KOPEHSI, 1110 YTBO-
PIOIOTBCS TIEPEBAaXXHO B MOro amekci i mepeaarTb
iH¢opMmallilo maroHaM IIpo HOTo CTaH i MpoO Ha-
SIBHICTb BaXXJIMBUX MOXUBHUX €JIEMEHTIB Y I'DYHTI.
BBaxaloTb, 1110 IUTOKIHIHM i ayKCMHU CTBOPIOIOTH
BJIACTUBMI camMe POCJIMHAM pi3HOHAIpaBleHUI
peryasaTOpHMIA KOHTYp, SIKWil ©arato B YOMY BU-
3HAYa€ IIBUAKICTH OiOMOJISIpHOro MmpoidepaTuB-
HOI'O0 POCTY i 3arajibHy apXiTeKTOHiKYy ITaroHy Ta
kopeHeBoi cuctemu (Ongaro, Leyser, 2008).
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Biocunres i MeTa00J1i3M HUTOKIHIHIB

LIyToKiHIHM 9K TIOXiIHI ageHiHy iCHYIOTb ¥ (op-
Mi BUIBHMX OCHOB (i30IEHTEHIIAACHIH, OUTIAPO-
3eaTuH, 11MC-3eaTUH i TpaHC-3eaTUH), sKi € ak-
TUBHUMU i 3B’SI3YIOTbCS 3 peleNTOpaMM, a TaKOX
Yy BUIJISAI 1X HEAKTMBHUX PUOO3WIIB Ta HYKJIEO-
tuaiB (Kakimoto, 2003). I'omeocTa3 LUTOKiHiHiB
Yy KJITUHI MiATPUMYETHCS MOEIHAHHSIM IIPOLECIB
OiocuHTe3y (pepMeHT i3oIeHTeHiITpaHCchepasa
(IPT)), nerpanatiii (¢pepMeHT UMTOKiHIHOKCHIA3a
(CKO), sgxuii po3lIeruioe OiYHUI JIaHLIOT i30-
MPEHOINHMX LIMTOKiHiHIB), Ta KOH’toraimii (dep-
MeHTH O-rmoko3wiTpaHcdepaza (Z0OG), skuit
KaTaji3zye yTBOpeHHS MOOUTbHUX O-TITIOKO3UIIB, i
B-rmoko3unaza (GLU), sxa po3liernitoe ocTaHHi)
(Krall et al, 2002). Binomo nekinbka dopm 0Oio-
JIOTIYHO aKTUBHMX LUTOKIiHiHIB (iP, tZ i cZ). Ix
nerpanaiiisi BinOyBaeTbes 3a ydacTio CKO/CKX.
VY OiAbIIOCTI POCAUH JOMIHYIOUUMU (popMaMu
LIUTOKIHIHIB € TpaHc-3eaTWH Ta KHOTo TOXiAHi;
BOHHM TIPOSIBJISIIOTh HAMBUIIY aKTUBHICTb y 0io-
TecTax, MaloTh HAMOIIbIIY CHOPIAHEHICTh IO pe-
LENTOPiB, MAaKCUMYMH IXHBLOTO BMICTy CITiBIajga-
I0Tb 3 TepiogaMu iHTEHCHBHOIO pocTy (Astot et
al, 2000).

IMepmmit mgx 6i0CUHTE3y MUTOKIHIHIB — Me-
BaJIOHATHUH, 110 (PYHKIIOHYE B POCIMHAX, TBa-
puHax, rpubax i 0aKTepisx, JOKali30BaHUU y 1IU-
TOIMJa3Mi Ta MITOXOHIpPisIX, BiIMOBiIa€ 3a CUHTE3
MOIepeaHUKIB CTEpOJiB, CECKBUTEPIIEHIB Ta Yy0i-
XiHOHY i MepeTMHa€ETbcsl 3 0iI0OCMHTE30M Tribepe-
JiHiB Ta abumsoBoi kuciaotu (ABK). Hpyruit
LUISIX — MeTuiaepuTpiTtoiagocdaTHU, i30TeHTe-
HinageHiH-He3aJeXXHUT abo MpSIMUi, JTOKali30-
BaHUIM y IUIACTMAAX, 3aMisIHUMA y MPOAYKYyBaHHI
TEePIEHOINIB, KApOTUHOIAIB, XJI0podilliB Ta IIac-
toxiHoHy (Bilyeu et al, 2001; Brugiure et al, 2008).
Y BUIIMX POCIMH TOJIOBHUM IIEPBUHHUM IIPOIYK-
TOM OIiOCMHTE3y € HEaKTUBHMI HYKJICOTHH i30-
MEeHTEeHIJIaAeHiH, YTBOPEeHHSI sgKoro 3 AM® i
auMmeTtunaninaugocdary Karaailye KIIOYOBUR Yy
OiocMHTE3i IMUTOKiHIHIB €H3MM i30MEHTEeHIJI-
tpaHcdepasa (IPT). ¥V pocaun apabimorncucy Bu-
3HauYe€Ha poArHa I'eHiB, siKi KonyoTb IPT (AtH/PT1
ta AtIPT3—AtIPTS), cyocTpaToM SIKOI € TUMETHUJI-
aningugocdar. 3actocyBanHs GFP mo3Boiuio
MNPOAECMOHCTPYBATH TUIACTUIHY JIOKAJi3aLlilo IpO-
teiniB AtIPT1, AtIPT3 i AtIPTS (Brugiure et al,
2003).
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CKO, saxka katamizye po3nan HUTOKIHIHY, TIPU-
3BOJIUTH A0 HEOOOPOTHOI Jerpajalii i30mMeHTe-
HiJJaicHiIHy, 3€aTUHY Ta 1X puOO3UIiB Ha OIHIil
depMeHTATUBHI CTadil LIJISXOM OKHCIIOBAaJIbHO-
ro posuieruieHHs1 6iuHoro jaHupora (Bilyeu et al,
2001). CKO — mMoHOMEpHi (hepMeHTH, 10 Haje-
Xatb o rpynu FAD-BMiCHMX OKCHMAOPEOYKTa3.
Peakuig CKO 3 uMTOKiHiHAMU TIPOTIKAE IISIXOM
JIBOEJIGKTPOHHOIO TIEPEHOCY Big cydocTpaTy A0 KO-
dakropy dnaBiHageHiHAuHYyKIeotnuny (FAD) i3
CYITYTHIM YTBOPEHHSIM IMIiHHOTO iHTepMeiaTy.
BigmosigHi anbAerimHi Ta ameHiH/ageHO3MHOBI
¢dparMeHTU MOTIiM BUBIJIBHSIIOTHCS LILJISIXOM TiIpo-
gy iMiny. I[ToBropHe okucnenHs FADH?2 BinOy-
BA€ETBLCY ITiCAS peakilii 3 KMCHEM 3 YTBOPEHHSIM
H,O, abo xiHony. Yepes 1€ i BUKOPUCTOBYEThCS
HasBa (PePMEHTY «IIUTOKiHIHOKCHAA3a/IeTiapore-
Haza» (CKO/CKX) (Galuszka et al, 2001).

IIpoananizoBani ctpykrypu ZmCKO1 y Ky-
kypym3u i AtCKO7 Arabidopsis neMOHCTPYIOTH
JIBOIIOMEHHY TOIIOJIOTiI0 3 JOMEHOM, 10 3B’SI3y€E
FAD, i nomeHoM, 110 npuenHye cyocrpat (Jones,
Schreiber, 1997). AMiHOKMCIOTHI 3aJUIIKA aK-
TUBHOIO LIEHTPY MOOCTaTHbO KOHCEPBAaTUBHIi, 3a
BUHSITKOM OJHOTO Ha BXO[i IO aKTUBHOIO IIE€H-
Tpy, ne y moyoxeHHi 381 moxHa 3Hanitu Glu (y
Bunagky ZmCKO1), a takox Asp, Ser, Gly, Val
abo Ala. IlikaBo, mio 1i 3MiHU BigOyBarmOTHCS B
KJIacTepax i YaCTKOBO Y3TOXKYIOThCS 3 ITOJOXKEH-
HSIM LIMX (PEPMEHTIB Ha (PiIOreHETUYHOMY lIepe-
Bi. Hanmpuxitan, ZmCKO1 wmictare Val, a y Bu-
nagky AtCKO7 — Ser. CybcTpaTn 1eMOHCTPYIOTh
peXUM 3B’SI3yBaHHSI «BUJIKA-B-PO3ETKY» i HE BU-
KJIMKAIOTh XOJHUX KOH(OpMAaLifHUX 3MiH Mics
3B’SI3yBaHHS B aKTUBHOMY LIEHTpPi (PepMEHTY, X0ua
zanuiiok Glu-381 y ZmCKO1 B3aemonie 3 cy0-
CTpaTHUM aleHiHOBMM KinblieM (Jones, Schreiber,
1997, Bilyeu et al, 2001).

Xapakrepuctuka CKO/CKX
Ta POJAVIHM TeHiB, IO iX KOAYIOTh

¥ 6inbmrocTi pocnuH, BuBueHNX moci, CKO xo-
IyeThbes KilbkoMa reHamu. [lepimii red (ZmCKO1)
i BigmoBimHa MPHK 0ynu inenTtrudikoBaHi y KyKy-
pynsu (Zea mays), i OyB BUAUICHUI BidIIOBIZHUIA
Oinok. Ha maHuii MOMEHT B TeHOMHI 0a3i JaHux
KyKYpYyA34 MOXHa 3HallTU 1ioHalimeHine 13 me-
penbauyBanux nociigoBHocteit CKO (http://maize.
jevi.org/). IIpoTsroM oCTaHHIX POKiB 3a pe3ysib-
TaTaMy ITOBHOTEHOMHUX AOCTIIKEeHb iTeHTU)IKO-
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BaHo 7 reHiB CKO'y Arabidopsis (AtCKOs) ta 11 re-
HiB CKO'y Oryza sativa (OsCKOs). I1ocigoBHOCTI
reHiB CKO takox Bigomi mius Hordeum vulgare
(HvCKO:s), Pisum sativum (PsCKOI), Dendrobium
sp. (DsCKOI) Ta iHIIUX BUIIB POCIMH, X0Ya Te-
HOMM LMX OpPraHi3MiB HE€ 3aBXAW 1€ ITOBHICTIO
cexkBeHoBaHi. [3oTunu CKO B Mexax oJHOTro BULY
MO-Pi3HOMY E€KCIPEeCYIOThCS Mil Yac PO3BUTKY, a
TaKOX, MOXKJIMBO, MAalOTh Pi3HY CYyOCTpaTHY cIe-
uugiunicts (Galuszka et al, 2007; Frébortova et
al, 2007).

Cim i3otuniB CKX, reHM SIKMX HasiBHi y TeHOMi
A. thaliana, Binpi3HSIOTBCS MIXKJIITMHHOIO JOKa-
Jli3auiero Ta cyoCTpaTHOO crieuMpivHICTIO, cepen
gknx 0inok AtCKX2 e HalOilbll aKTUBHUM Ta
nobpe BuBdyeHUM. 3 13-tu reHiB CKX KyKypyn3u
reH ZmCKX1 Bigirpae BupiluajabHy poJjib y Aerpa-
nauii nurokiHiHiB. KoxeH izotun CKX 3a3Buyait
BiAPi3HSETHCS CYOCTPATHOIO CIIEUM@IUHICTIO, MO-
JeJISIMA ITPOCTOPOBOI 1 YACOBOI €KCIpecii Ta cyo-
KiaiTuHHOIO Jokaiizauiero (Todorova et al, 2006;
Vaseva et al, 2008).

®DinoreHetnuHi yrpyrnoBaHHsgs CKX reHiB MOX-
Ha B OCHOBHOMY TOSICHUTH KOMOIHALIi€10 JTOKaJb-
HOI AyIuTiKalii TeHiB i TomiIMU AyTUTiKalii BCbO-
ro reHoMy, $IKi MepeayroTh X BUJIoyTBopeHH10. Ha
OCHOBI BcebiuHOro 0ioiH(popMaLiiHOTIO Ta TpaHC-
T€HHOI0 aHaJli3y POCJIMH ITOKa3aHo, 1o reHn CKX
Ha3eMHUXPOCJIMH, IIBUIIIIE 3a BCE, TOXOMSIThBiACTa-
POJABHBOTO XJAMIZIHHOTO €eHAOCUMOIOHTY, 3ajy-
YEHOTO MiJl Yac MEPBUHHOIO eHA0CUMOio3y. ['eHn
CKX, 1o 30epirajoTb €BOJIOLINHO JaBHI Xapak-
TEPUCTUKU, HA3UBaIOTh «cTapodaBHiMu» CKX, a
Ti, IO PO3LIMPUINCSA Ta (PYHKIIOHAJIBLHO PO3iii-
LIJIMCS Y TIOKPUTOHACIHHUX, — «HECTapOJaBHIMU»
CKXs. Excmpecis meskmx HectapomaBHix CKXs
LIBUAKO iHAYKYETbCS BIPOAOBX 15 XB ITic/s 3He-
BOomHeHHST Arabidopsis, Tomi K crapogaBHi CKX
(AtCKX7) He pearyloTh Ha mocyxy. PociuHu Tio-
TIOHY 3 HAJIMIIKOBOIO €KCIIPECIEI0 «HECTapOIaB-
HiXx CKX»> IeMOHCTPYIOTh TTOKpPAIIEHY ITOCYXOCTili-
KicTh i picT KopeHiB. IlomepenHi HOCHiIXKEHHS
MYTaHTIB ITOoKa3anu, 1o HecrtapogaBHi CKX pery-
JIIOIOTh PO3BUTOK OpPraHiB, 30KpeMa KBiTiB. Kpim
toro, crapomaBHi CKX mepeBaxkHO pO3IICILIIO-
IOTb TaKU LUTOKIHiH, SIK IUC-3eaTuH (cZ), TOMi
gk HectapogaBHi CKX mepeBakHO HaIliLTIOIOTHCS
Ha NO6-(A2-i3oneHTteHin) ameHiH (iP) i TpaHc-
3eatuH (tZs) (Wang et al, 2020).
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[Tpunyckatote, mo HectapoaaBHi CKX Ta ixHi
cneuudiyHi cydocTpatd — HUTOKiHIHU iP/tZ-Tu-
Iy — PEryJiioloTh PO3BUTOK OPraHiB MOKPUTOHA-
CIHHMX POCJIVH i BiIMOBiZi HA CTPECOBI YUNHHUKU
HaBKOJIMITHBOTO CEPEAOBMINA, TOMI SIK CTapOdaB-
Hi CKX Tta ix cybcTtpar (cZs) miaTpUMyIOTb OC-
HOBHI KJIiTMHHI ¢yHKUii. EBoJIOLIIS Ta pojb TeHiB
IIUTOKIHIHY B TIOKPUTOHACIHHUX POCIWHAX CBiJI-
YUTh Mpo Te, 1o ctapogaBHi CKX O6epyTh yyacThb
y GYHKUISIX KITUHU, Tofi sIK HecTapogaBHi CKX
BimirpaloTh peryasiTopHy pojib. CTapomaBHi TeHU
CKX, K mpaBujiao, KOHCEpBAaTMBHO 30epiraroTh-
Ccs B OJHIM Komii Ha BUA, 3a BUHSITKOM KiJIbKOX
3 LIMX T€HiB y MOKPUTOHACIHHUX POCJMH, SIKi He-
IIOJABHO 3a3HAJIM MO nonirtoinu3aitii. Hasma-
KM, OUIbLIICTh HecTapoaaBHix reHiB CKX 3a3Haiu
3HAYHOIO PO3IIMpeHHs: 54 i3 128 HecTapomaBHIX
reHiB CKX y MOKpUTOHACiHHUX, MMOBIpHO, OyJIun
pe3yabTaToM CcerMeHTapHoi ayrikauii, a 20 — y
pe3yJIbTaTi TAHAEMHOI a00 MPOKCUMAJILHOI TYILTi-
Kauii (Wang et al, 2020).

HoOpe BigoMUM IUISXOM TIeperadi TEHiB Bif
OakTepiii 1O POCIMH € €HIOCUMOIOTMYHE Iepe-
HECEHHS TeHiB 3 MiToxoHApii i mumactun. Ilpu-
IMYCKA€EThCS TUJIACTUIHE ITOXOMKEHHSI POCIMHHUX
reHiB CKX depe3 HasIBHICTb TOMOJIOTIB LIMX T€HiB
y HiaHobakTepiil. Brim, dinoreHTHYHMIT aHANI3 He
MiATBEepIXYE 110 Timore3dy. HatomicTbh, iloro pe-
3yJbTaTH CBigJaTh Ipo Te, o CKX Ha3eMHMX poCc-
JIMH HaWOLIbILI TiCHO IOB’s3aHi 3 XJIaMidiiHUMM
MMOCTiIOBHOCTSIMU, TOOTO 1I¢ CBiIYUTh BCE XK TaKH
Mpo XJaMimifiHe MOXOMKeHHS IUX TeHiB. OueBuI-
HO, 10 reH CKX OyB nepeHeceHuit 3 XaaMifiiiHO-
ro €HIOCUMOIOHTY H0 SIIEPHOrO0 T'€HOMY POCIUH
i BKJIOYEHUI Yy IXHili MeTaboJi3M LMTOKiHiHiB
(Dabravolski, Isayenkov, 2021).

Poub renie CKX 'y BU3HAYeHHi BPOXKAWHOCTI
i crifikocTi 10 abioTHYHMX CTpeciB

LnTOKiHIHM BUKJIMKAIOTh iHTEPEC y 3B’SI3KY
3 TIoIIyKaMM MOTEHLIAHMUX 3aco0iB 3aXMCTy pocC-
JIMH 4Yepe3 IiX IMO3UTWMBHMI BIUIMB Ha KYIIiHHS,
PO3BUTOK KBITOK i HACiHHSI, 3aTPHUMKY CTapiHHS
Ta TIOM’ SKII€HHS HACIiIKiB BIUIMBY CTPECOBUX
YMHHUKIB. [TifBUILIEHHS PiBHIB LIUTOKIHiHIB yIIO-
BUIbHIOE CTapiHHS, MPU3BOIMTH IO ITOCUJIEHOTO
KyiiHHg 3epHoBuX. I[HriGiTop CKX 3HMXKYIOTH
piBHi Aerpaaallii IMTOKiHiIHIB Y POCJIUH, i LIei epeKT
MOXHa BUKOPHUCTOBYBATH B CiIb.CHBKOMY TOCIIOmap-
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CTBi Ta KynbTypi TKaHUH pociauH (Czajkowska et
al, 2019). LIuToKiHIHU € TAKOX OAHUM 3 KJIIOUO-
BUX PETYJSITOPiB (hOpMYyBaHHSI KOPEHEBOI CHCTE-
mu. ITigBuilieHHS piBHSA LUMTOKiHiHIB YIOBIiIbHIOE
IudepeHLiloBaHHSI KIITUH KOPEHEBOI MEpUCTE-
MU. LIUTOKIHIHM TaKOX PErysol0Th BiICTaHb MiX
OiyHMMU KOopeHSIMU. TakuM YMHOM, ITiIBUILIECHHS
PiBHSI LIMTOKiHiHiB a00 MOCUJIEHHS LIUTOKiHiHOBOL
CUTHai3allii MOXe ITPU3BECTH JO 3MEHILIEHHS PO3-
MipiB kopeHeBoi cucremu (Galuszka et al, 2007;
Gruhn, Heyl, 2013).

ITigBuilleHHST piBHS ULMTOKiHIHIB MOXHa HO-
cartu 1igxoMm aerpaganii CKX sk oCHOBHOTro
¢depMeHTy, 1110 [e3aKTUBYE I1ieli TOPMOH, abo
LIUISIXOM CTUMYIIOBAHHS #oro OiocuHTe3y. [lpu
BUBYEHHI HaaMipHOTO TIposiBy akTuBHOCTI CKX
OyJ0 MOKa3aHO, 10 POCIMHHU 3 HaIJIMIIKOBOIO
EKCIIPECi€l0 1bOTO (PEPMEHTY BUSIBJISIOTH IMiIBU-
LLIeHY CTifKiCTh OO0 MOCYyXWM Ta 3acojieHHs. Poc-
JIMHU SYMEHIO 31 3HMKEHUM PiBHEM LIMTOKiHiHIB
yHachigok Hagekcripecii CKX ¢dopMyoTh Oinbli
PO3BMHEHY KOPEHEBY CHCTEMY IIOPIBHSIHO 3 He-
MOAM(pIKOBAaHUMU POCIMHAMU, JIIILIE TTIePEHOCSTh
MOCyXy Pi3HOI iHTEHCUMBHOCTI, MiATPUMYIOTh BU-
LM piBeHb OOBOAHEHOCTI i JAalOTh BMILMIA BpO-
xkait (Kosakivska et al, 2022).

MexaHi3M MiABUILIEHHST MOCYXOCTIMKOCTI 3/1a-
KiB 3a paxyHOK 3HVXXEHHSI aKTMBHOCTI Te€HiB 0io-
CUHTE3Y i Aerpajallii IMTOKiHiHIB MOB’sI3aHUI HE
TUIbKU 31 30LIBIIEHHSIM PO3MipiB KOPEHEBOI CUC-
TeMH, a ¥ 3 BIUIMBOM LIMX TOPMOHIB Ha reHU 0io-
cuHTe3y i curHaninry ABK. ¥V TpaHcreHHux poc-
JIVH 3 TMiIBUILIEHUM BMiCTOM ILIMTOKIHiHIB 3HUXY-
Bajach iHayK1ist reHiB Metabdonismy ABK. Ilepe-
KPUTTS LIIAXiB cUrHaTiHTY ABK i IMTOKiHiHIB,
SKi HOCSTh aHTAroOHiCTMYHUWI XapakTep, IO3Ha-
YAEThCSI Ha TabiTyci Ta MOCYXOCTIMKOCTI POCIUH
3arajjoM i Ha TIPOBIZHOCTiI MPOAMXIB Ta aCUMiIsI-
uii CO, 3okpema (Khablak, Abdullaeva, 2012).

OnpHa 3 HaWOUIbII BaxXKJIMBUX TpoOJeM i
yac poOOTHU 3 UMTOKiIHIHAMU TIOJISITAE B TOMY, LIO
BOHM MalOTh IIPOTUJICXKHUI BIUIMB Ha PiCT ITaroHiB
1 KOpEHiB - COPUSIIOTh POCTY IaroHiB i MPUTIHi-
YYIOTh PiCT KOPEHiB, TOMY 3arajibHe IiJBUILECHHS
PiBHSI LIMTOKiHiHIB MOX€ CHPUSITU POCTY IMAroHiB
Mpy MpUTrHiYeHHi pocTy KopeHiB (Werner et al.,
2003; Frebort et al, 2011). LluToKiHiHM TaKOX
YIOBIJIbHIOIOTh CTAPiHHS Ta MOCUJIIOIOTh KYILIiHHS
3€pHOBUX. AJBTEPHATUBHUM ITiIXOOOM OO MaHi-
MYJTIOBaHHS PiBHSIMU ILIMTOKiHiHIB B POCIMHAX €
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MMiIBUILEHHS PiBHIB eKcripecii reHiB CKX 'y Kope-
HSIX 1 3MEHILUEHHS iX PiBHIB eKcHpecii y maroHax.
CHpsIMOBYIOUM €KCIpeciio crenu(piyHuX YICHIB
poauHu reHiB CKX y KOpeHsX 3a paxyHOK BUKO-
PUCTAHHS CITeUNMIYHUX IJISI KOPEHiB IIPOMOTOPIB,
MOXHa ITOCWJIUTH B HUX MPUTHIYEHHS PIiBHS 1IU-
TOKIHIHIB, CIIPUSITU POCTY KOPEHIB 1 MiABUIIYBaTU
CTIMKICTb JO MOCYXU Ta 30iMbLUIMTU HAKOMUYEHHS
MOXUBHUX peyoBMH. LlikaBo, 1110 KOHCTUTYTMBHA
(a He cneumdiuHa aasg KopeHiB) ekcnpeciss CKX2
B pilaky TaKoX IPU3BOAUTH A0 MOCHJIEHOTO POC-
Ty KOpEeHiB 0e3 >KOAHOTO BIJIMBY Ha PiCT IMaroHis,
MiABUILIEHOI CTIHKOCTI JO MOCYXM Ta HAKOIMUYEH-
HsT HeoOXigHux MikpoenemeHTiB y aucti (Kieber,
Schaller, 2018).

biuHi KOpeHi YTBOPIOIOTH OCHOBHY YaCTHUHY
KOPEHEBOI CUCTeMU, $SIK ULl MOTJMHAHHSI BOIM,
TaK i IS €JEMEHTIB XXUBJICHHSI, pO3POCTAI0OUNCh
BOIK Ta OXOIUIIOIOUM IIMPOKY TIJIOLLY MOBEPXHi.
OcraHHi myOikalii cBimuaTh Mpo BaXJIMBY POJb,
SIKY BimirpaloTb LIUTOKIHiHM Y pOCTi KOpEHiB 371a-
KiB, CTIKOCTi A0 IOCYXM Ta OTPUMMAaHHi MiKpoO-
eJiIeMeHTiB. BupiliajbHUM y LIbOMY OYyJI0 BU3HA-
HO iHTiOyI0uy poJib, SIKYy UMTOKIHIHUA BidirpaloTh y
KOpEHSIX, Ha BiAMiHY Bill CTUMYJIIOI0UOI pOJIi, IKY
BOHHM Bifirpaiots y narotax (Niemann et al, 2018).

HocnigxeHHs1 uieHiB poauHu reHiB TaCKX €
BaKJIMBUM Yy TILEHUILI, OCKIJIbKM MOCUJICHUI picT
KOpEeHiB Oyae KOPUCHUM JUIs1 MILIEHMILI 3a YMOB
3pOCTaHHS MPU OOMEKeHil KinbKocTi Bomu. [lo-
KazaHo, 1o reH TaCKX4 kiacTepusy€eTbest 3 TeHOM
OsCKX4 i 3Hax0OUTHCS B iHIIOMY JIOKYCi, HiXXK TeH
TaCKX2, moB’s13aHUII 3 YPOXKANHICTIO IMIIEHMUIL.
3rigHo 3 0a3oro manux RNA-seq, ren TaCKX4
CJ1a0KO EeKCIPECYEThCS B KOPEHSX, BKIIOYAIOUU
Ma3ylIiHi KOpeHi Ta amikKaJabHy MEPUCTEMY KOpPEHS
Ha cTamii TphoX JIMCTKIB. OMHAK ABa YWICHU POIVUHUI
reHiB TaCKX, axi crieundiyHO MPOSIBISIOTLCS B
kopeHsx (TaCKX7 i TaCKXI0 ), ekcripecyloThCsI
Ha 3HAYHO HMXXYOMY DiBHiI TMOPIBHSIHO 3 iHIIM-
mu wieHamu poauHu reHiB (Chen et al, 2019).

IcHye uiTKa BiAMiHHICTbh YIEHIB POAWHU T'eHiB
TaCKX Mixx TUMH, SKi CIPUSIOTH YPOXKAMHOCTI
3€pHa, i TAMMU, SIKi €KCIIPECYIOThCS Y BEreTaTUBHUX
TKaHMHax. KpiM Toro, ciig BpaxoByBaTU KOHTpP-
acTHi e(eKTH LMTOKIiHiIHIB HA KOpPEHi Ta MaroHu.
3HxeHHsT aktuBHOCTI CKX mist cipustHHS 3011b-
IIEHHIO KiJIbKOCTi HACiHHS IUISIXOM 30iJIbIIEHHS
KUIBKOCTI KOJIOCKIB, HE TOPKAIOUYUCh LIMTOKiHIHO-
BOTO CEpENOBUINA, SIKE MOIJIO O CIPUSATH MOCH-
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JIEHHIO KYIIiHHSI ab0 CrpaBi MOCUJIEHHIO POCTY
KOpeHiB, MMOBipHO, Oyne CKJIagHUM 3aBAAHHSIM
(Ashikari et al, 2005). IlpumyckamTb, 110 Haii-
KOPUCHIIIMMHA MYTaIliSIMA CTOCOBHO ITiABUILEHHS
BPOKaitHOCTI, IMOBipHO, € MyTallii B TeHi TaCKX]
i wieHax ponunHu reHiB CKX2.1i 2.2. ABtopu nesi-
KMX IOCIIIKEHb ITOB’I3yIOTh IIOTaHe HAIIOBHEHHS
3epeH pUCY 3 HU3bKMM BMiCTOM LIMTOKiHiHIB, i 30-
KpeMa, 3 BUIIMMU PIiBHIMHU eKcrpecili pepMeHTy
OsCKX y pi3Hux itoro coprax. CopTu pucy 3 My-
tauigMu B reHi CKX2 MaloTh MiABUILIEHY KiJIbKiCTh
HacCiHHSI, TaK caMo, K MOIBIiHI MyTaHTH ckx3,5
Arabidopsis. B 1inoMmy, pe3yabTaTd TaKMX HOCJIi-
IDKEHB IMATBepIKYIOTh pojib CKX y HeraTMBHOMY
KOHTPOJIi KiJIbKOCTi Ta po3mipy HaciHHs (Chen et
al, 2019).

30inbIIEHHS PO3Mipy 3epHa TTOB’s13aHe 3 OKYJIb-
TYpeHHSIM 371aKiB. KapioThnu mineHuIi, SKi Mic-
TITh Aenelito B reHi TaCKX2, mo cyTi oOMexkeHi
MiCLIEBUMHM JaBHIMHM Ta Cy4aCHHUMM COpPTaMU, IO
BKa3ye Ha Te, 110 JeJiellisl, OB’ s13aHa 3i 30iJIblIeH-
HsaMm Macu 1000 3epHuUH, IMOBipHO, Oyja OTpu-
MaHa MOpiBHSIHO HemaBHO. Yepe3 By3bKe Miclie
OKy/nbTypeHHs1 Jiokyc TaCKX6 Mae mano reHe-
TUYHUX Bapialliil 1K y KUTaACbKUX CTApOBUHHMUX,
TaK i B KyJIbTUBOBaHMUX copTax. [IpunyckawoTh, 110
¢yHKUiOHAIbHA AMBEPreHlisl y MIUeHULi Bigdy-
nacst B reHi CKX2, ockinbku reH pucy OsCKX2
MOoB’sI3aHUI 3 KiNbKicTiO 3epeH, a reH TaCKX2
MOB’SI3aHUI 3 Barolo 3epeH. AHalli3 eKCIIpecii B
pI3HUX OpraHax MiATBEPIXKYE TaKe IPUITYILIEHHS,
npu uboMy reH TaCKX2 excripecyeTbcsl epeBax-
HO B 3€pHax i BiTHOCHO MEHILI€ B CYLIBITTSIX, TOMIi
aK TeH OsCKX2 B OCHOBHOMY EKCIIPECYETLCS B
cyuBiTTSX i KBiTax (Jablonski et al, 2021).

PiBHI LIMTOKiHIHIB 3HMXKYIOTbCS i 3a BIUJIUBY
HUBBKMX TeMIepaTyp Ta repOillMIHOTO cTpecy. 3a
YMOB XOJOJOBOTO CTPECY NMPUTHIUYETHCS OiIOCUH-
T€3 i CUTHAJIHT LUTOKIHIHIB Y pucy. Y MIIEHUIL
3HMKEHHS PiBHS LIMTOKIHIHIB CYIPOBOIXKYEThCS
3MEHIIEHHIM KOHIIEHTpaIlil TiOepesiHiB Ta ayK-
CHMHIB, KaCMOHOBOI i CaJiIMIOBOI KUCJIOT, 3pOC-
tae jgumre Bmict ABK. Ilicmst 24 ron mii xomomy
B Mipy akJjiMmallil pOCJIMH CITOCTEPIra€Tbcsl TEH-
JIeHLis 10 TIOBEpHEHHs OajaHCy TOPMOHIB 0
BUXIAHOTO CTaHy, piBeHb LMTOKiHiIHIB MOCTYIIOBO
nigBuinyetbcst, a ABK 3HMKXyeTbcsl. AKTUBHICTB
¢depmenty CKX BinmoBigae 3a 3MiHU MyJly LIMTO-
KiHiHIB 32 HECOPUATIMBUX YMOB HAaBKOJUIIHbOTO
cepenoBuia (Vaseva-Gemisheva et al, 2005).
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[{uToKiHIHM 3a7igHiI B PETYJIALil COMeCTInKOC-
Ti 3JIaKiB, MpPO 1O CBiAYWTb, MEpII 3a Bce, iX I0-
3UTUBHUI BIUIMB 32 YMOB €K30T€HHOTO 3aCTOCY-
BaHHS Ha IOJ0JaHHS HETaTUBHOIO BILUIMBY COJICHA.
3acoJieHHST BUKJIMKAE 3pOCTaHHS BMICTy €HIOICH-
HUX LUTOKIiHiHiB y 37aKiB. CoJlbOBUI i OCMOTHUY-
HUI CTpPECHU iHAYKYIOTh aKTUBHICTb reHiB [PT Ta
pernpecyioTh reHn CKX, yHaclligoK 4oro B IIpoO-
POCTKaxX KYyKYypYyA3u HAKOMWUYYIOTHbCS €HIOIeHHI
LUTOKIHIHU. Y JUCTKax S’dMEHIO JAyXKe IUBUAKO i
Pi3KO 3pOCTa€E BMICT 3eaTUHY BXe uepe3 2 TOJ, Imic-
a1 3aconeHHs (Li et al, 2019).

Y pociauH copTy pucy, YYTIMBUX A0 3aCOJICH-
Hsl, BiIMiuyeHa BUIlA aKTUBHICTb T€HiB OiOCUHTE3Y
i CUTHAJIIHTy LIMTOKIHiHIB, TOJi IK Y POCIIUH CTili-
KOro COPTY CIIOCTEpira€Tbcsl IMiJBUILEHA AKTUB-
HICTb TeHiB iHAKTWBAllil LIMX TOPMOHIB. ['eHeTUYHO
Moan(iKoBaHi 3/1aK1 3 HAACUHTE30M LIMTOKiHiHiB
MaloTh MiABUILEHY CTiKiCTb JO BIJIMBY 3aCOJIEH-
Hsa. Hampuknam, pocamHU pucy 3 BUKITIOUCHUM
crieuudiyHUM 1T CyuBiTH pucy reHoM OsCKX2,
SIKi HAKOITMYIYBaJIN MPaHC-3€aTUH, TUTiIpO3eaTuH,
i30MeHTeHINaAeHiH 1 KiHeTUH y (JopalbHili Me-
pucTeMi, BUPI3HSIIOTbCS IMIABUIUEHUMM PiBHIMU
COJIECTIMKICTI Ta ypoXXalHOCTI, iXHi JIMCTKU MicC-
TITh Oinblle (POTOCMHTETUYHMX ITITMEHTIB i BO-
M, BOHU MEHIIE ITIAal0ThCsd OKWUCHIOBAJIbHOMY
VILIKOMKECHHIO 32 YMOB COJIbOBOro crpecy (Panda
et al, 2018).

Xoya MIIeHUIS € ONHIEI 3 HAKWOUIBII BUPO-
LIYBaHUX 3€PHOBUX KYJBTYP B YChOMY CBITi, IIPO-
Te 0co0JMBOCTI (pyHKLioOHYBaHHS (hepmeHTY CKX
i€l KyJbTPYU AOCIIAKEHI HeJOCTaTHbO MOPIiBHSI-
HO 3 PHCOM i KyKypya3010. B Toi1 ke yac pe3yib-
TaTu LJIeCTIpsIMOBaHUX 3MiH akTuBHOCTI CKX y
3€pHOBUX CBiIUaTh MPO SIBHUI BIUIMB HE JIUIIE Ha
iX BpOXalHICTh, aJie 1 Ha PIiCT i Opi€HTAIlil0 KO-
pEHiB, a TaKOX MOMIMHAHHS Zn, 110 TaKOX ITiI-
KpECJII0E HEOOXiTHICTh BiTOKPEMJICHHS CTUMY-
JIIOI0YOTO BIUIMBY Ha BPOXKAMHICTh 3¢pHA BiJ He-
TaTUBHOTO BIUIMBY LIMTOKIHiHIB Ha PiCT KOPEHIB i
MOTJIMHAHHS MiHEpaJbHUX PEYOBUH, 30KpemMa Zn
i Fe (Chen et al, 2019).

TpaHcrenHi pociauHu A. thaliana Ta TIOTIOHY
(Nicotiana tabacum) 3 TTIOCUICHOIO CITEUNMITHOIO
IS KOPEHIB Jerpajaliclo LUMTOKiHiIHIB YTBOPIO-
I0Tb OiJIblIly KOPEHEBY CUCTEMY, TOAI SK PIiCT i po3-
BUTOK MaroHa 3aJIMIIalOThCs ogHakKoBUMHU. CIie-
nuivyHe IS KOPEHIiB 3MEHIIECHHS BMICTy LIMTO-
KiHiHiB CIIpUsIE TTOCUJIEHHIO POCTY KOPEHiB, MOCY-
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XOCTIMKOCTI Ta 30arayeHHIO JIMCTSI MiHEpAJIbHUMU
pE€YOBMHAMM TPAHCTEHHUX JIiHil apabigorcucy ta
TroTioHy (Werner et al, 2010).

MoJieKyIApHO-reHeTHYHI iIHCTPYMEHTH peryJismii
akTuBHOCTI reHis CKX

BrnpomoBX MOBroro yacy Tic/is BiIKPUTTS LIATO-
KiHiHIB 3aJMIIaIoCsd HE3PO3YyMiIMM, 11O SBISIE
c00010 BHYTPIIHBOKJIITUHHA MillleHb 1X [Iil, 4u
BIUIMBAlOTh BOHU 0O€3MOCEPEIHHO HAa aKTUBHICTb
TeHiB i, IKIIO TaK, TO SIKMM MexaHi3M Iepenadi
LUTOKiHiHOBOro curHainy. OpHakK TijJbKM 3apas
nmoyajand 3’SICOBYBAaTMCh OCHOBHI 3aKOHOMIipHOCTI
MOJIEKYJISIDHOI Jil UMTOKIHIHIB y peryJjsuii pi3-
HOMAaHITHHUX IIPOIIECiB pO3BUTKY POCIMH (Artner,
Benkova, 2019). V A. thaliana inentudikosani
TeHM, 11O KOHTPOJIIOIOTh KJIIOYOBUM (epMeHT 0io-
CUHTEe3y LMTOKIiHIHIB — i30MeHTeHiATpaHchepa3y
(AtIPT1—AtIPTY), BinkpuTi MeMOpaHHi peLernTo-
pu (AHK2, AHK3, AHK4/CRE1), ineHTudikoBaHi
TreHU IIepBUHHOI BiAmoBini Ha ropMoH (ARR-reHun
rpynu A) i BumijieHi OUTKOBi (paKTOpM TpaHCKPUII-
11ii, 9Ki 6epyTh y4acTb B PEryJsilil €KCIIpECil TeHiB
BTOprMHHOI Biamnosiai (ARR-reuun rpynu B). On-
Hak 0arato acrHekTiB MOJIEKYJISIPHUX MeXaHi3MiB
IIil LMTOKiHiHIB Ha (hi3i0JOTiUHI MPOLIECU POCIUH
11le MaJI0 BUBYEHI i MPOJOBXKYIOThCS aKTUBHO JI0-
caimxyBatuch (Arkhipov et al, 2019 ). Ha npuk-
nani apabigorichcy BCTaHOBJIEHO, 110 OCHOBHUM
LIJISIXOM  CIIPUMHSITTSI LUTOKIHIHOBOTO CHUTHAJy
KJIITUHOIO € IIIAX 3a Yy4acTI0 MEMOpaHHHUX Tic-
TUAWMHKIHA3 $SK pEeLeNnTOpiB JIBOKOMIIOHEHTHOL
CUCTEMM [IJIsl TPaHCAYKILii CUTHaJiB Ha oOMexkKe-
HUI CHEeKTp TeHiB TNepBUHHOI Bigmosigi (Ren et
al, 2009).

Ho TenepimHboro yacy y A. thaliana orpuma-
Hi MyTaHTU 3 MPUTHIYCHUMU e(PeKTaMU IIUTOKi-
HiHiB, fIKi MalOTh Pi3HOMaHITHi MOPYIIEHHS MPO-
1eciB po3BUTKyY. lle mo3Bonmio imeHTUiKyBaTH
reHW iHaKTWBaLii i curHamizauii @iToropMoHiB
maHoro kiacy. Takumu reHamu € ARABIDOP-
SIS HISTIDINE KINASE2 (AHK2) i ARABI-
DOPSIS HISTIDINE KINASE3 (AHK3) (Hwang,
Sheen, 2001). I'enu AHK2 i AHK3 xomywoTb
cercopHi ricrunnHkiHazu AHK?2 i AHK3, gxi e
MEeMOpaHHUMU pelenTopaMu LIMTOKiHiHIB. MyTa-
wii ahk2-5 i ahk3-7 B renax AHK2 i AHK3 06-
YMOBJIIOIOTb Y POCJIMH iHAKTUBYBAHHS (YHKIIii
MeMOpaHHUX pelenTopiB ricruauHkinaz AHK?2 i
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AHK3. B pe3ynbrari IpOro y MyTaHTHUX POCIMH
apabigorcucy 3HUXKXYETbCS UYTIMBICTb KJIITUH 10
LIMTOKIiHiHIB, i TEHU MEPBMHHOI BIAIOBIiAI MepecTa-
I0Th BinkiukaTucs Ha ui ropmoHu (Kieber, 2008).

LluTokiHiHOBI peuentopu apabimorcucy AHK?2
i AHK3 06au3bKi 3a 3arajbHOI0 CTPYKTYpPOIO 10
peuenitopa CRE1/AHK4. B manuii yac BBaxkae-
ThCSI 3araJIbHONPUIHATAM, O A. thaliana mic-
TUTh TPU ONM3BKUX 3a OYyITOBOIO CEHCOPHUX TiC-
TUAMHKIHA3M — peuentopu 1uTokiHiHiB: CRE1/
AHK4, AHK2 i AHK3. Ili peuenrtopHi ricTu-
JIUHKIHA3U € iHTerpaJibHUMMU OiIKaMu, SIKi Mpo-
HU3YIOTh IJIa3MaTU4YHy MeMOpaHy nBiui (AHK4)
abo tpuui (AHK2 i AHK3). 3a cBo€lo cTpykTy-
pOIO0 CEHCOPHi TICTUIAMHKIHA3M BiTHOCATLCS [0
0iJIKiB TaK 3BaHO1 IBOKOMITOHEHTHOI CUCTEMH Te-
penaui curHaiiB. Taki cucTeMu TpaHCAYKIii CUT-
HaJliB I'PYHTOBHO BUBYEHI y OaKTepiii, 1€ BOHU 1111~
poxo mnpeacrasieHi (Hwang et al, 2012).

Y A. thaliana BusBIEHO TpW POOUHU pEILCII-
TOPHUX TICTMAMHKIHA3, Iepllia 3 SIKUX BKJIOYAE B
cebe pelenTopu eTuieHy, apyra — (hoTopelernTo-
pu, B TOI yac sK TpeTs 00’€qHYE TiCTUAMHKIHA3U
AHK-poauHM, 1110 BKJIIOYAIOTh B ce0e LIMTOKIHi-
HOBi pPEeLeNTOPU i OCMOCEHCOPHI TiCTUAMHKIHA3U
(Schmiilling, 2002). ¥ cBoemy KJIacMYHOMY BH-
IJISIAI TBOKOMITOHEHTHA CHCTEMa CKIIAmaEeThCs 3
CEHCOPHOI TiCTUAMHKIHA3U (pelenTop) Ta pery-
JIATOPHOI BiAMOBiAi (TpaHCKpUMLIAHMUIA (akTop).
Iling BrumMBOM crielu(iyHOrO0 CUTHAy PEeLENTOp
JIUMEPU3YEThCS, (POCHOPUITIOETbCI 1 Aaji Tepe-
Jae cBill «rapguuii» ¢ocdar Ha 3aJIUIIOK acrap-
TaTy peryasgtopa Bimmosimi. OcTaHHIN XapaKTepu-
3yeThes HagBHicTIO JIHK-3B’g3y10uoro nomeny, 3a
JIOTIOMOT0I0 SIKOTO 3B’SI3YEThCS B pe3yJIbTaTi ak-
TUBaLil 3 neBHowo mocaigoBHicTio JHK y ckmanmi
IIPOMOTOPY i aKTMBYE abo0, HaBIaKM, PEIPECye
BigmoBigHuit ren (Werner et al, 2001).

ITonmiOHi 3a CTPYKTYpOIO PELIETITOPU LIUTOKIHIB
BUSIBJICHI Y €BOJIIOLIIIMHO Bimmajekux Big apadi-
Jorcuca BUIIB: KYKYpyd3u i pucy. Y BCiX LIHUX
POCJIMH peLEeNnTOpU LUTOKIHIHIB SIBJISIIOTH COOOIO
AHK-poauHy O1M3bKOCTIOPITHEHNX OLIKIB — MEM-
OpaHHUX TiICTUAMHKIHA3, MOAIOHUX CEHCOPHUM Tic-
TUAMHKIHA3aM OJHOKJIITUHHUX OpraHi3mis. Bin-
Pi3HSIOTBCS LI OIJKM-peLenTopu MixX cobow y
PiI3HUX BUMIIB POCIMH KUIBKICTIO TpaHCMeMOpaH-
HUX CEerMeHTiB, sIKi B3aemomniloTb 3 CHASE-no-
MmeHoM (cyclase histidine kinase-assiciated sensing
extracellular), KoTpuii BinmoBigae 3a BIi3HaBaHHS
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i 38’a3yBaHHs uuTtokiHiHiB (O’Keefe et al, 2011).
V apabigoricuca i KykKypya3u BUSIBJIEHI Te€HU, IO
Oe3nocepeIHbO aKTUBYIOTbCS LMTOKiHiHamMu. On-
HUM 3 MEepIIMX BUSIBJICHUX ILUTOKIHiH-YYTIUBUX
reHiB OyB I'eH TaK 3BaHOI peryJIsITOPHOI BiAIOBIIi,
mwo otpumaB Ha3By ARRS5 (ARABIDOPSIS RE-
SPONSE REGULATORS) (Rong et al, 2018).

ITigBuieHHsT PiBHS UMTOKiHiIHIB Yy POCIMHAX
MOXHa OCSITTU JBOMAa MOXKJIMBUMU CIIOCOOAMU:
MOJAaBaHHSIM MPUPOAHUX a00 CUHTETUYHMX LIUTO-
KiHiHiB a00 OOMEXEHHSM iX aKTUBHOCTI IIUISIXOM
BUKOPUCTAHHS BiAMOBiAHUX iHTiOiTOpiB. CUIIbHI
MPUPOIHI LUTOKIHIHM, TaKi K 3eaTUH, MOXHa
BUKOPUCTOBYBAaTH Ha POCIMHI JIUIIIE OTHOPA30BO,
epekT Bif Jii IKUX 3HUKAE 4Yepe3 KijabKa JHIB.
ITo3uTuBHUI BIUIMB OPUPOIHUX LMUTOKIHIHIB IMO-
MITHUI Ha POCJIWUHI HEJOBIO i, OTXKE, BOHU He-
MPUHATHI 3 KOMEPIIiIAHOI TOYKU 30py. HaBmaku,
CUHTETMYHI ULUTOKiIHiHM, TakKi $K TUIia3ypoH
(TDZ), N-(2-xnmop-4-mipumni)-N'-deHiiceqoBruHa
(CPPU) Towo, Hee(heKTUBHI Y CBOIX CUTHAJIbHUX
acrekTax i MOXyTh BUKJIMKATU HeOaxkaHi MoOiuHi
edextu (Nisler et al, 2016).

IHIIMM crmoco®oM TMiABUILIEHHSI PiBHSI LIUTO-
KiHiHiB MOXHa JOCSTTU pPeryJjsiiielo 0ioCUHTe3y
JAaHUX TOpMOHiB. MDi3i0JIOTiYHO B POCIMHAX PiBeHb
LIUTOKIHIHIB KOHTPOJIOETHCSI OaJaHCOM YOTUPbOX
¢epMeHTiB, 3 sSKux i3oneHTeHinTpaHcdepasza (IPT),
sIKa BUKOPHUCTOBYE MEBAJIOHATHUI i METUJIEPUTPU-
TojpochaTHUN LIISIX, BIAIMIOBIZA€, TOJOBHUM Y-
HOM, 3a MeTaboJi3M LIMTOKiHiH B MPUPOIi, TOmdi
JK 3a JAe3aKTUBAlIil0 LIMTOKiHiHY Bimmosigae gep-
MeHT CKO. CKO HeobOopOoTHO iHAKTMBYE LIMTO-
KiHIHM I1IJISXOM BUIAJIGHHS OIiYHOTO JIaHIIoTa
N6-i3ompeHy 3 MoJieKysl IUTOKiHIHY (Zubko et
al, 2002; Ye et al, 2006). MoxHa TaKoxX IPUITYC-
ati, mo CKX, Oyayun ¢daBoIrpoTeiHOM, TaKOXK
Oepe yyacTb y peryisuii 0amaHcy UMTOKiHiHIB,
TUM CaMMM JOIIOMAaralouy ITiATPUMYBATH iX TO-
MmeocTtas. IloBimomusiyiocst, 10 1S peryasiTopHa
(yHKIIiS 3M€0UTBIIOTO BiA3HAYAETHCS IS OCHOB-
HUX 3JIaKiB, TaKUX SIK S4YMiHb, KYKypyna3a, pyuc Ta
mueHuns (Schmiilling et al, 2003).

Ha reHeTnyHOMYy piBHi MOLUMPEHICTh POAUHU
reHiB CKX y pocinHax 3MiHIOETbCS Y Pi3HUX BU-
NIiB, TIPUYOMY i30TUMMU OiNKiB, 110 HUMHU KOIYIO-
ThCS, BiIPiZHAIOTHCS NPOCTOPOBUMM Ta YACOBUMMU
MOJEISIMU eKCIIpecii Ta CYOKJIITUHHOIO JIOKaJi-
3auiero. Jlesgki 3 HUX JIOKaJi30BaHI B aroIliacTi,
Bakyousix i uurTo3oui. Kinbkicts reHiB CKX, 3any-
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YEeHMX J10 iHTriOyBaHHS LMTOKIiHiIHIB, KOJIMBAETHCS
Bin cemu, K y A. thaliana i Medicago sativa, no
BocbMU — y Fragaria vesca, oguHanusaTH — y
O. sativa i T. aestivum, naHanuata — y Malus
domestica, TpuHanua™M™ — y Z. mays i 23 —y
Brassica napus (Chen L et al, 2019). 1li reHu Mo-
XKyTb OYTH 3aJIy4eHi Y CTBOPEHHSI T€HETUYHO MO-
IU@iKOBAaHUX POCIUH 3 TMPUTHIYEHUMU PiBHSIMU
excrnpecii reHiB CKX, 1110 BUKJIUKATUME Pi3Ki 3Mi-
HU y «IIpOMNOpLIii opraHiB», 0co0J1UBO MOP@OJIOTii
KOpPEHiB i maroHiB y pociauH. Perymsimis muToxi-
HiHIiB NPU3BOAUTHL A0 IiABUILUEHHSI BPOXaWHOCTI
Ta CTIMKOCTI A0 ab0iOTMYHUX CTpecCiB, 11O TIPO-
JIEMOHCTPOBAHO IS PUCY, apabigorcucy Ta s4d-
MeH10. Yepe3 BaXKIMBICTb TaKUX JOCIIIKEeHb PO3-
poOJIeHi Ta ONTHMIi30BaHiI CIEKTPOPOTOMETPUIHI
METOAM BM3HA4YEHHSI Y pociuH akTuBHOCTI CKX
(Frébort et al, 2002).

OxpiM TpagMliliHOI celeKllili, TeHHa iHXeHe-
pis ta pemaryBanHs1 reHomy (CRISPR/Cas9) €
OJHUMU 3 e(PeKTUBHUX iHCTPYMEHTIB, 3a JOIIO-
MOTOIO SIKMX MOXHa MaHimmymoBaT reHamu CKX.
Konrponbs ¢depmenty CKX 3a mormomororo mnux
Cy4aCHMX METOAIB MOXK€ MPU3BECTU A0 LJIECIIpsI-
MOBAHOI'O MOKpAIleHHS MPOAYKTUBHOCTI POCIUH
(Bae et al, 2007; Mandal et al, 2022).

Ha croromHilHili AeHb AOCTIIHUKUA BUKO-
PUCTOBYIOTh SK XiMi4yHi, TaK i MOJEKYJISIPHO-
OionoriyHi migxonu mas iHrioyBanHsa CKX, 1o,
y CBOIO 4epry, IOKpallly€ OpraHOIeHe3, CTPeco-
CTIMKICTh Ta BpPOXAaWMHICTh 3epHA Yy Pi3HUX POC-
yuH. Hampukoan, iHrioyrodi epeKTu CUHTeTUYHMX
nutokiHiHiB CPPU ab6o TDZ Tta ix moxigHux I
kinmpkox CKX Oynu mpoaeMOHCTpoBaHi B OioTec-
Tax KamtocHol KyabTypu. [ToBimomisgeTnes, mo N-
(2-aminomnipuauH-4-in)-N-deHiaceuoBuHa (APPU)
Oinbin ictrotHo mpurHiuye CKX1 KyKypynsu, Hix
CPPU. B iHLIOMY JOCHTiIKEHHI aBTOpU 3aCTOCY-
BaJIM OOYMCITIOBAJIbHI MIAXOAW IS PO3pOOKU Ta
cuHTe3y HoBuUX ToximHux TDZ, a came 1-[1,2,3]
Tiamiazoj-5-in-3-(3-TpudropmeTokcu-deHin)ce-
yoBuHa (3FMTDZ) Tta 1-[2-(2-rimpoxcietnn)de-
Hin|-3-(1,2,3-Tiagiazon-5-im)ceuosuna (HETDZ),
SIKi TIPOIEMOHCTpYBaIU 15-KpaTHe 3HUKEHHS 3Ha-
yenb IC,, mopiBuaHo 3 TDZ mnia AtCKX2 y A.
thaliana, i ZmCKX1 i ZmCKX4 y KyKypya3u.
Ex3oreHHe 3acTocyBaHHSI 6-O€H3MIAMiHOMYPUHY
(BAP) nmo copty pucy OR-1918 3HauHO moOKpa-
LLMJIO HAIIOBHEHHSI 3€pHa, 1 LI¢ CympOBOIXKYBaJlO-
Cs1 3HAYHUM 3HMDKEHHSIM €KCIIPecCii Ta aKTMBHOCTI
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CKX, ocobnuBo B 0a3albHMX KOJIOCKAaX, NI aK-
tuBHicTh CKX Oyja 3HaYHO BUILOIO, HiX Y Bep-
xiBKoBHUX Konockax (Ashikari et al, 2005; Panda et
al, 2018).

Ximiuni inriditopn CKX

3acTocyBaHHSI €K30I€HHMX IIUTOKiHIHIB IMOKHU
HE 3HAWMIIUIO IIMPOKOIO BMKOPUCTAaHHS B Cillb-
CbKOTOCHOMAPCHKiil TpaKTHIli, IIBHUIIIE 3a BCE,
yepe3 CKIANHICTh i MiHJIUBICTH iX edekTiB. IIpo-
Te OyJO IT0Ka3aHO, IO KOJU PiBHI €HAOT€HHUX
LUTOKIHIHIB HE3HAYHO ITiABUIIYIOTHCS BIIPOJOBK
MEBHUX TIepiOJiB, MOXHA IOCITITH TTOKpPAaIIeHHS
CIJTbCHKOTOCTIONAPChKMX O3HaK. Hampuknan, 3HU-
>KeHHs abo BTpaTta (yHkiii reHa OsCKX2 y pucy
MPU3BOAUTHL JO HAKOMWUYEHHS LIMTOKIHiIHIB Y Me-
pucTeMax CYIBiThb Ta 30UIBIIEHHS KiJIbKOCTI pe-
MPOAYKTUBHUX OPTaHiB. 3arajbHa KiJIbKIiCTb 3€peH
Ha pociuHy 3poctae Ha ~30 %, He BIUIMBAIOYM Ha
po3mip 3epHa (Yeh et al, 2015).

Kmouosa ponp CKX y ¢hopmyBaHHI MepucteM
CYLBITb TaKOX MiATBepmKeHa Ha Arabidopsis, ne
POCIIMHM 3 TOIBIMHUM HOKAyTOM ckX IIPOAEMOH-
CTpYBaJIM MiIBMILEHHS BpoXkaliHOCTI Ha 55 % ue-
pe3 30iblLIEHHS KiIbKOCTi HaciHHA. [TpurHiyeHHs
ekcrpecii reHa HvCKXI B siUMeHi CyINpOBOIXKY-
BaJIoCsT 30WUIBIIIEHHSIM KUTBKOCTI 3epeH Ha 31—
43 %. Maca tucg4i 3epeH Oyjia MpHOIM3HO Ha
20 % BuLIOIO, a 3arajJibHUI ypoxkail 3epHa 3 poc-
JuHU O0yB Ha 50—65 % BUIIUM, HiX y KOHTPOJIb-
Hux pocyivH (Bartrina et al, 2011).

Jobpe BigoMmi XimiuHi iHribiTopu CKX Oynu
BIAKPUTI cepel CUHTETUYHUX LIUTOKIHIHIB 1e B
1980-x pokax. JIo xiMiyHUX iHTiOITOpIB (hepMEHTY
CKX BimHOCAThCS audenincedoBruHa, N-(eHi-
N’-(1,2,3-Tiagia3on-5-ir)ceuoBnHa  (Timia3ypoH,
TDZ), 1-(2-xnopnipuauH-4-in)-3-deHinceuoBu-
Ha (CPPU) ta 1-(2,6-muxmopmipuanH-4-in)-3-
¢eniinceyoBuHa (DCPPU). i crioayku mpurHi-
4YylOTh JeTpajalilo MPUPOAHUX LMTOKIHIHIB, IO
Katanizyetbest CKX. Lli ceyoBMHM, OomHaK, Kja-
CUGIKYIOTbCS K LUTOKIHIHM, OCKIJIBKM IXHi L1-
TOKiHiHOBI BJIACTUBOCTI SIBHO MEpPeBaXKaloTh IXHIO
iHTibiTopHy akTuBHicTH om0 CKX. Hampuknan,
TDZ inrioye CKX nuuie y BUCOKMX MiKpOMO-
JISIPHUX KOHIIEHTPALIISIX, ajie BUSIBJISIE CHJIbHI eheK-
TU LIMTOKiHiHY B HU3bKOMY HAaHOMOJISIPHOMY Jia-
ma3oHi (Nisler et al, 2016). B manuit vac TDZ i
CPPU BUKOPUCTOBYIOTHCSI IK BaXKJIMBi CTUMYJISI-
TOPU POCTY IS Pi3HUX KYJBTYpP, TaAKMX K KiBi Ta
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nuHsa. Kpim Toro, TDZ € KOMIOHEHTOM BeJIMKOL
KiUJILKOCTi arpoXiMiuYHUX MPOAYKTiB, SIKi BUKOPUC-
TOBYIOThCS IS AedoJtiallii 0aBOBHMKA B 0araThox
kpaiHax. TDZ Takox Bifirpa€ He3amMiHHY pOJb Y
poboTax 3 KyJbTYpPOIO TKAaHWH POCIMH 3aBISKU
CBOIll 34aTHOCTI iHAYKYBaTu YTBOPEHHS JOAATKO-
BUX IIaroOHIB i CHpUATH mposidepalii IMa3ylIHuX
naroHiB (Nisler et al, 2020).

IToxazaHo, 110 MOXigHI aHUIIHOMYPUHY € TO-
Ty>XKHUMHU iHTiOiTOpamMu CKX, gKi CIIpusioTh Op-
raHoreHe3y in Vitro i TIBUIIYIOTh CTPECOCTINKICTh
POCJIVH 10 3aCOJIEHHS i KaaMmito. I1po mo3uTuBHUI
BriuB F-INCYDE (Ha3Ba HallaKTMBHIIIIOTO iHTi0i-
Topy 2-drop-6-(3-MeTokciaHiniH)mypuny), CPPU
(1-(2-xnopnipuauH-4-in)-3-¢peHiiceyoBuHa) Ta
iHIMX nepcnekTuBHUX iHTibiTopiB CKX Ha cTiii-
KiCTh O TEILJIOBOTO CTPECY Ta BPOXANMHICTh KYJb-
TYp B ITIOJIbOBMX YMOBAX ITOBITOMJISLIIOCST Y 0araTbox
nocriimkeHHsx (Kopeény et al, 2010; Aremu et al,
2014; van Voorthuizen et al, 2021).

HewonaBHO Ha OCHOBI pO3po0JEHUX iHTIOITO-
piB CKX, 2-x10p-6-(3-MeTOKCH(DEHITaMiHO)ITY-
puny (INCYDE) i 2-¢drop-6-(3-MeToKcudeHi-
amino)nypuny (INCYDE-F) Oynu orpumani 2-
XJI0p-6-(3-MeTOKCHaHIiHO)-9-(TeTpariaporipaH-
2-imynmypun (INCYDE-THP) i 2-¢dTop-6-(3-meT-
OKCHaHiNiHO)-9-(TeTparigponipaH-2-iI)IypuH
(INCYDE-F-THP). Pesynbraty exkcrepuMeHTIB
in vitro Ta in vivo, npoBeaeHux 3 INCYDE-THP
Ha pi3HUX BUJAX POCIWH, 3aCBiIUMIM MHO3UTUB-
HWI1 BIUIMB TIperapaTy Ha picT i pO3BUTOK IIMX
pociuH. TakumM uymHOM Oy/l0 3HAWIEHO HOBI
nepcrekTuBHi iHTiOITopn AfCKX2, TMO3UTUBHI
e(peKTH SKHUX TaKOX BiToOpaxaloTbCs y ITin-
BUILIEHHI BPOXKAHOCTI IEeSIKMX KYJIbTYP, TAKNX SIK
MIIEHUIISI, KYKypya3a Ta pilak, a TaKoxX AesKUX
oBouiB, ocoosmBo npu nogusi. INCYDE-THP €
0araTooOilgI0OUMM KaHAMIATOM ISl JIMCTOBOTO
MiIXKUBAEHHST POCAWH i OOPOOKM HACiHHS, KU
MOX€ CIpPUATU 30UIbLICHHIO OioMacHu IIaroHiB/
kopeHiB (Voorthuizen et al, 2021).

SK BXe BiI3HAYaJOCh BUILE, Ha CHOIOIHIIII-
Hil JeHb B Pi3HUX BUIAX POCIMH BUSIBJICHI 1e-
Kiibka poauH reHiB CKX, KiJabKiCTb SIKMX 3MiHIO-
€TbCS 3aJIEXKHO BiJ BUay pociuH. He3paxkaouun Ha
Te, 110 KoxkeH 3 i3odepMmeHTiB CKX KaTaii3ye 1mo-
NiOHY peakililo, pi3Hi iX BapiaHTU BilgaloTh Iepe-
Bary pisHUM cyOcTpaTaM i 3yCTpiyaloThCsl B Pi3HUX
CYOKIIITMHHMX KOMITapTMeHTaxX. OTxke, eKCIIpecis
KoxxHoro reHa CKX 4iTKO 3MiHIOEThCS, 1110, Y CBOIO
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yepry, Io-pi3HOMY BIUIMBAa€E Ha PIiCT, a TaKOX Ha | €Tbca B LuTo30ii. Kinbka romosorie CKX takox
PO3BUTOK TKaHMH Ta opraHiB. Hampukian, y A. | BUSIBAEHO B alloIIacTi KyKypyA3u, SYMEHIO TOLIO
thaliana CKX1—CKX6 mictare Bucokoriapodo6- | (Holubova et al, 2018). HezanexHo Bim cyoKITi-
Huit N-KiHUEBUI AOMEH, SIKWMI CIYXKUTh LiJbO- | TUHHOI JoKaJji3alii Ta BiAMiHHOCTEN y IOCIiI0B-
BUM CalTOM UISI iX IMITIOPTY B eHmoruia3Matud- | HocTsax, yci CKX wmicrate CK- ta FAD-3B’s-
Huit petukyaym. CKX7 B OCHOBHOMY JIOKaji3y- | 3yBajibHi JOMEHM, po3TallioBaHi mobausy C- Ta

IlepcnekTuBHi XimiuHi inriditopu CKX

XimiuHa peyoBMHA

dizionoriynuii eekt [Mocunanus

1) nudeHisceyoBrHa,

2) tigiazypoH (TDZ),

3) 1-(2-xmopmipuanH-4-in)-3-
(eninceuosuna (CPPU),

4) 1-(2,6-nuxsoprmipuanH-4-in)
-3-¢penincevosuna (DCPPU)

AHUTIHOTTYpUH

F-INCYDE (2-¢Top-6(3-
MeTOKCHU(EHIIaMiHO)TypruH

N-(2-amiHomipuanH-4-im)-N'-
¢eninceuoBuna (APPU)

1) 1-[1,2,3]riamiazon-5-in-3-(3-
TpUGTOPMETOKCH-(DEHT)CeUOBIUHA
(BFMTDZ),

2) 1-[2-(2-rigpokcieTwn)beHin]-
3-(1,2,3-Tiagiazo-5-i1)ceuoBUHA
(HETDZ)

1) 1-(2-xmopnipuauH-4-in)-3-(3-
MEeTOKCU(DEHJT)CeUOBUHA,

2) 1-(2,6-auxyaopripuanH-4-in)-3-
(3-MeToKCU(EHIT)CEeUOBMHA,

3) 2-[3-(3,5-muxsnopdeHin)ypeino]
OeH30iiHa KUCIO0Ta,

4) 1-[2-(amiHoeTun)denin]-3-(3,5-
IuxjaopdeHi)ceuoBUHa,

5) 2-{2-[3-(3,5-nuxsnopdeHin)ypei-
1o |denintameramin,

6) 1-[2-(1-rizpokcueTmi)deHin|-
3-[3-(TpudTopmeToKCH ) (peHin]
CEYOBHHA

1-[2-(2-rimpokcu-eTun)-deHin|-
3-(3-TpudTopmMeToKCH-(PEeHIT)-
CEYOBMHA

ITpurHivuyoTh Aerpagaiito NpUPOIHUX LIUTOKIHIHIB, Nisler et al, 2016
o Karamizyerbess CKX. KnacugikyloTbes sIK LIMTO-

KiHiHM, OCKIJIbKM iX IIMTOKIHIHOBI BJIACTUBOCTI $IB-

HO TIepeBaXkaloTh 1X iHTiOITOPHY aKTUBHICTb 1110J10

CKX. TDZ inrioye CKX nuiie y BUCOKUX MiKPOMO-

JISPHUX KOHLEHTpALisIX, ajie BUSIBIISIE CUJIbHI e(peKTr

LIMTOKIHIHY B HU3bKOMY HAHOMOJISIPHOMY Jiara3oHi.

TDZ i CPPU BUKOPHUCTOBYIOTBCS SIK BaXKJIMBi CTH-

MYJISTOPU POCTY JUIS Pi3HUX CATOBUX KYJBTYD

Tlotyxuwii iHriditop CKX, sikuii cripusie opraHoreHe- van Voorthuizen
3y in Vitro i IOBUILYE CTIKICTh POCIMH A0 3acojieHHs et al, 2021
1 KaaMito

BrumiBae Ha CTIiliKiCTb JO TETIOBOTO CTpecy, Iepe- van Voorthuizen
CaKyBaHHS Ta BPOXAMHICTL pucy. O6pobIieHi et al, 2021
POCJIMHY MAaIOTh TIIBUIIIEHHS BPOXAWHOCTI 3epHa

Ha 8,8 %

[Mpurniuye aktTuBHicTe CKX1 KyKypynsu Panda et al, 2018
15-pasoBe 3HMXeHHA 3Ha4YeHb [C,) TOpiBHAHO Panda et al, 2018

3 TDZ mnsa AtCKX2 y A. thaliana i ZmCKX1 i
ZmCKX4 y Z mays

Inrioye 3 izopepmentn CKX y KyKypyn3u Nisler et al, 2020
(ZmCKX1, ZmCKX8 i ZmCKX4)

ITigBuiLye cTpecoCTiiiKicTh, ypoxaiHicTh HaciHHs — Nisler et al, 2016;
apabigoricucy, a TakKoX MOKpalllye BPOXKaAWHICTb Nisler et al, 2020
SYMEHIO, PillaKy Ta MIICHUIII B TTOJTOBUX YMOBaX
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N-kiHuiB BigmoBimHo. Cepem LIMX IBOX IOMEHIB
FAD-3B’s3yt0unii JOMEH € OiJbll eBOJIOLiiHO
KoHcepBaTUBHUM. IloBimOMIISIETBCS, 1110 HeMpa-
BUJIbHE 3ropTaHHs1 C-KiHug, Ae3akTuBye AtCKX1
y A. thaliana (Jabtonski et al, 2020).

CKX po3lIeIUIIoE LITOKiHIHU IUISIXOM PO3-
KJamaHHS ioro N6-3aMillleHOro 0iYHOTO JIAHLIIO-
ra, SKMii, y CBOIO 4epry, IMpOoAyKye HEHACUUECHUI
anpaerin 3-meTmn-2-0yreHanb i ameHiH. OgHak
inrioyBanns CKX 3a 10moMorow pi3HMX XiMmiy-
HUX i MOJIEKYJSIPHUX TMiAXO/iB BUKJIUKAE arpera-
Li}0 UMTOKIiHIHIB B Pi3HMUX TKAaHWHAX, 1110, Y CBOIO
yepry, IIBUILYE BpPOXKAWHICTh Ta CTIHKICTH 10
a0IOTUYHMX CTPECIB, a TAKOX 3aTPUMYE CTapiHHS.
KpiMm TOro, 1e mokpalilye pereHepaTUBHY 34aT-
HICTh E€KCIUIAHTIB Pi3HUX BHUIIB CiIBCHKOTOCIO-
JIapChbKUX KYJABTYP Y KYJbTYpi TKaHUH, 110 HEOO-
XimHO Mg Mikpopo3mHoxeHHs (Gasparis et al,
2019). OckinbKM 3HMXKEHa €KCIIpecisi depMmeHTa
CKX moB’s3aHa 3 MiABUIIEHHSIM YPOXAWHOCTI Ta
OpPraHOreHe30M in Vitro, TO 11i €(peKTU CIIOHYKAIOTh
3HaiTH BigmoBigHi iHriOiTopm CKX, sIKi MOXYTb
JIOITOMOITH ITiABUIIUTYA BPOXANHICTh Ta MOKpPAILIM-
TU pereHepauilo B KyJbTypi TKAHUH Pi3HUX KYJIb-
TypHUX pociauH (Aremu et al, 2014).

IIponeMOHCTPOBAHO, 11O CIIOJYKM CEYOBUHU
BifirpaloTh BaxKJIMUBY POJIb ITiA yac iX 3B’SI3yBaHHS
3 aktuBHUM LeHTpoM CKX (Nisler et al, 2016).
Nisler et al (2020) cunHTe3yBaqu 32 HOBUX iHTi-
oitopu CKX, oTpuMaHUX B OCHOBHOMY 3 au(e-
HinceuoBuHu, CPPU ta DCPPU, i nepeBipuin
ix OioJyioriuHy akTMBHICTh y Oiotectax 3 CKX, a
TaKOX Yy KyJbTypi TKaHWH POCIWAH (TaOJUIIA).
1106 BUMBUMTU B3a€EMO3B’SI30K «CTPYKTypa-(yHK-
is», BUKopucToByBaiu Tpu ¢epmeHtun CKX 3
KyKypya-3u (ZmCKX1, ZmCKX8 i ZmCKX4)
i omuH 3 A. thaliana (AtCKX2). KpiMm Toro,
3B’I3yBajJIbHy aKTHUBHICTh HaWMKpalluX iHTiOIiTOpiB
nepeBipsan 3 ZmCKX8 i ZmCKX4 3a nonomo-
rol0 peHTreHiBChbKOl KpucTajorpadii. Pesyabratu
Mmokasaju, 1110 CUHTe30BaHUM CITOJyKaM He Mpu-
TaMaHHa LIMTOKIHIHOBA aKTUBHICTb, i OLIBIIICTH 3
HUX XapaKTepU3YyIOThCs MOMIOHUMMU CTPYKTYPHU-
MU iHTiOiTOpHUMU 3B’si3Kamu 1ogo ZmCKX1 Ta
AtCKX2. Omnak AtCKX2 OyB Tpoxu MEHII YyT-
JIMBUM [0 iHTiOyBaHHS Ta OiJblI CEJIEKTUBHUM
nopiBHsgHO 3 ZmCKXI1. Hlicte cronyk, a came
1-(2-xnop-nipuanH-4-in)-3-(3-mMeToKcUdEHI)
ce4oBMHA, 1-(2,6-nuxnopnipuanH-4-in)-3-(3-
MeToKcUu-(peHin)ceyoBrHa, 2-[3-(3,5-nuxinopdeHin)
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ypeino|OeH3o0iiHa Kuciora, 1-[2-(amiHoetwn)de-
Hin]-3-(3,5-nuxnaopdeHin)ceyoBuHa, 2-{2-[3-(3,5-
nuxiaopdeHin)ypeino|dbenintaneramin ta 1-[2-(1-
rigpokcuetu)denin]-3-[3-(Tpu-pTopoMeTOKCH)
¢eHi]|ceyoBMHA TTOKAa3ajayd Kpallle iHTiOyBaHHS y
Bunaaky ZmCKX1. He3Baxawouu Ha MPUCYTHICTb
HEKOHCEepBOBaHOTo Tiyramaty K y ZmCKX1
(E381), tak i B ZmCKX8 (E372), saxuii cnpu-
g€ 3B’I3yBaHHIO MeHIIux cyoctpatiB, ZmCKX8
MPOACMOHCTPYBAaB 3HAYHO Pi3HY YYTJIMBICTbH M0
KOXHoOro iHrioitopa. OnHa crioiayka, a came 1-[2-
(2-rimpoxkcuerui)-deHin|-3-(3-TpudTOpMETOKCH -
¢eHiT)-ceyoBMHA, 3HAYHO TIIiABHUIIyBaja CTpe-
COCTIUKICTh apabimoNCUCy Ta YpPOXKaWHICTh KOTO
HaCiHHS, a TaKOX MOKpalllyBaja BpOXaWHICTh sT4-
MEHIO, pilaKky Ta MIICHUI B ITOJFOBUX YMOBaX
(Nisler et al, 2020).

3aKI04eHHs

Takum yMHOM, y psifli TIPOBEAECHUX JOCIIIXKEHb
MNPOAEMOHCTPOBAHO, 10 LMTOKiHiHM 34aTHi He
TUIBKU Oe3mocepeaHbO 30iIblIYyBaTH YPOXKANHICTh
HAaCiHHSI, BOHM TaKOX € CYTTEBMM KOMIIOHEHTOM
peaxlliii poCJIMH Ha €KOJIOTiUHi CTpecU. 3aBIAsSIKU iX
BU3HAHOMY BIUIMBY Ha 30UTBIIIEHHS KiJbKOCTI Ta
PpO3Mipy HACiHHS, a TAKOX MOM SIKILIEHHIO HACJIi-
KiB cTpecy Ta meiuuTy MiHepaJbHUX MOXWBHUX
PEYOBMH, LMTOKiIHIHU LIJIKOM MOXYTb OyTH TOp-
MOHAaMM, $IKi JIEXKUTb B OCHOBI HACTYIHOI «3€JIE€HOI1
PEBOJIIOLLiT».

Y KoHTeKCTi amanTtauii 10 abiOTUYHUX CTPECIB
pa3oM i3 MOKpaIlleHHSIM YpoXalo POCIWH BaXKJIM-
Ba pOJIb HaJIeXUTh peryisuii aktuBHocTi CKX —
KJIIOYOBOTO (hepMEHTY MeTaboJi3My LIMTOKiHiHiB.
3actocyBaHHd iHTiOIiTOpiB (epmeHnTty CKX gk
YCHIiLIHOrO Ta Ji€BOro 3acoly ISl MOKpalleHHS
CTIAKOCTI 0 abiOTMYHUX CTPECiB Ma€ BEJIUKUIt
MOTEHLiaa IS TMiABUIICHHS BPOXAWHOCTI pi3-
HOMAaHITHUX CiJIbCBKOTOCITIOJAPCHKUX  KYJIBTYD,
BKJIIOUaouu 3epHoBi. OmHaK BiAMOBIIHUI PiBEHb
JIO3YBaHHS, a TaKOX <«PEHTAOENIbHICTh» 1LIUX TIpe-
napaTiB 1€ HAJIEXXUTh OL[IHUTA Ha KOMEPLIHHOMY
PiBHi, 1110 BMMAara€ IIiABUILEHOI YBaru MOCJIiIHM-
KiB y L ramxy3i.

V maitoyrHboMy iHrioiTopr CKX MoxHa Oyae
pO3rIsIAaTy SIK TOPMOHAJIBHI IperapaT ISk pPoc-
JIMH, a JOCJIIXEHHS MOXYTb 30CEpeAuTHCS Ha
PO3YMiHHI MOJIEKYJISIPHOTO MEXaHi3My B3a€EMOJIil
depmenty CKX 3 iHIIMMU TOPMOHAMM, TaKUMU
SIK JKaCMOHOBa KMCJIOTa, CaJlillMJoBa KUCJIOTA,
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€TWJIEeH, a0CIIM30Ba KUCJIOTA Ta iHIII, IO CIIPUSI-
TUMeE KpallloMy PO3yMiHHIO KJIITUHHUX MeXaHi3MiB
JIil pi3HUX YMHHUKIB a0iOTUYHOTO CTPECY.

Jlompumannsa emuunux cmandapmie. 115 cratts He
MIiCTUTb OyIb-SIKUX TOCHiIXEHb 3 BAKOPUCTAHHSIM
TBApUH i JIIOAEH B IKOCTi 00 €KTIB.
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CYTOKININ OXIDASE/DEHYDROGENASE
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PLANT PRODUCTIVITY
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The review examines the main stages of cytokinin
biosynthesis and metabolism with an emphasis on the
important role of cytokinin oxidase/dehydrogenase
(CKO/CKX) in cytokinin degradation. In this context,
arguments are made for the crucial importance of this
enzyme in maintaining a balanced level of cytokinins
in plants. The role of CKX genes encoding cytokinin
oxidase/dehydrogenase in determining plant resistance
to abiotic stress factors and their yield was analyzed.
The molecular genetic ways of regulating the activity
of CKX genes are characterized. The results of research
on the regulation of CKO/CKX activity in increa-
sing the resistance to abiotic stress and crop yield are
summarized and the biotechnological ways of realizing
such opportunities are described. Prospects for finding
substances that inhibit CKO/CKX activity with the
aim of creating preparations for agriculture are outlined
separately. Prospective chemical inhibitors of CKO/CKX
and their effects on cultivated plants are considered.
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