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MOJEJIb METABOJII3MY HUTOKIHIHIB Y NITEHWAII (TRITICUM AESTIVUM L.)
TA BUBHAYEHH MIINEHEN UISI ®APMAKOJIOTTYHOI MOAYJISIIIT CKX
3 METOIO MIIBUIIIEHHSA 3EPHOBOI NPOAYKTUBHOCTI TA CTPECOCTIMKOCTI

Mema. 1loOynyBatn Mopenb MeTaboMiZMy
LUUTOKIHIHIB y Triticum aestivum L. 3 BU3HaAUCHHSIM
KITIOYOBUX TOYOK (DapMaKoJIOTi4HOTO BIUIUBY Ta 00-
TPYHTYBaHHSM TMiABUINEHHS MPOTYKTUBHOCTI ¥
CTPECOCTIHKOCTI uepe3 iHriOyBaHHS (hepPMEHTIB po-
muan CKX. Memoou. CucteMHumii aHami3 JitepaTy-
PHUX JDKEpel, MeTaaHalli3 e(eKTUBHOCTI 1HTiOITO-
piB, KOHIIENTYyalbHE MOIEIIOBAHHS MEpEXi, MOJe-
Kynsapauid fokiar (AutoDock Vina 1.2) inri6itopis
F-INCYDE ta INCYDE no crpykrypu AtCKX2
(PDB : 1W50), anamni3 ¢a3 3acTocyBaHHS 3a IIKa-
qmoro BBCH. Pesyasmamu. 11o0ynoBaHo Mojeib
MeTaboIi3My IIUTOKIHIHIB, 110 BKJIIOUAE OIOCHHTE3,
TPAHCIIOPT / pelenIifo 1 aerpanaiito. BuzHadeHO
YOTUPH KIFOYOBI TOYKH BIUIMBY. BcraHoBIeHO, 1110
rean TaCKX nipeacTaBieHi MHOKUHOK (DYHKITIOHA-
JNFHUX WWIEHIB 13 TKaHWHHOK crenudikorm. F-
INCYDE pemoHCTpye BHWIY CIOPiIHEHICTH O
AtCKX2 (AG =-8,4 kkaji/MOJIb) TIOpPIBHSIHO 3
INCYDE (AG =-17,9 kkan/mons). Inentudikorano
ZOGT sk napanenbHy MillleHb, 10 TOSICHIOE 00Me-
xeny epexruBHicTs INCYDE. Bu3naueno ontuma-
neHI (a3u 3actocyBanns (BBCH 31-39, 55-65, 71—
77). Bucnoexu. [Toxsiitae iHTi0yBaHHS
CKX+ZOGT € nepcneKTUBHOIO CTPATETI€I0 PEryIIs-
1ii [IMTOKIHIHOBOTO FOMEOCTa3y y IIICHHUII Ta MOT-
pelye nmoaaibIIoi eKcepuMeHTaIbHOI Bepugikarii.

Knrouosi crosa: nutokiHid okcuaasa, TaCKX,
mmeruist, CKX.

[Mmennns m’sika (Triticum aestivum L.) € on-
HIEI0 3 HAWBAXIUBIININX MPOJOBOJILYUX KYJIBTYD
cBiTy, mo 3abe3neuye moHan 20% KalopilHOCTI
ro0abHOTO ~ XapuyoBOTO  paIlioHy  JIIOJICTBA

(FAO...). B ymoBax 3pocTaro4oro THCKy KJIiMaTHd-
HUX 3MiH, 30KpeMa MOCWJICHHs MOCYXH, TEIJIOBUX
CTpPECIB 1 HECTAOLIBHOCTI BOJIOT03a0€3MCUCHHSI, TTH-
TaHHS TIABUINEHHS BPOXKAWHOCTI Ta aJalTHBHOTO
MOTEHIllaTy TIICHUI]I HaOyBa€ KPUTUYHOTO 3HA-
yenns (Slafer et al., 2023). OgHUM 3 KITFOUOBHX MO-
JIEKYJIAPHUX MEXaHI3MiB, IO PETyIoe OamaHc Mix
BETETATHBHUM 1 PENPOTYKTUBHUM POCTOM, MEpHC-
TEMHY aKTHBHICTb 1 peakIlifo Ha CTpec, € chucTeMa
IIUTOKIHIHOBOTO TOMEOCTA3y.

Hurokiniam (LK) — knac mypurOoBUX piToro-
PMOHIB, 1110 KOHTPOJIIOIOTh KIITUHHHMA O, 1ude-
peHIlialio, 3aTPUMKY CEHECIEHIT, peryJsiio
SOURCE-SINK B3aemoiii i amanTuBHi peakiiii Ha
abiotuuni crpecu (Cortleven et al., 2019). Ix Giocu-
HTE3 3/IIHCHIOETHCS Yepe3 i30MeHTeHII-aJIeHITaT-3a-
JMeKHUN TUIAX 32 Y4acTiO i30meHTeHinTpanchepas
(IPT), Tozi S’k OCHOBHHM IILUIIXOM HEOOOPOTHOI Jie-
rpajanii € OKUCHEHHsI, 10 KaTaji3yeTbes (hepMeH-
TaMH POJWHHU WHUTOKIHIH OKCHAA3/IerigporeHas
(CKX; EC 1.5.99.12) (Kieber and Schaller, 2018).

Knrouora pons CKX y BU3HAa4YEeHHI PiBHS €H-
JIOTEHHUX IUTOKIHIHIB Oyja ToKa3aHa JUIs PHUCY:
samkeHHs aktuBHOCTi OsCKX2 (Gnla) crmpuunm-
HsUT0 3HavHe TixBumeHHs piBHA LK B mepucTemax
CYUBITh 1 30UIBIICHHSI KUTBKOCTI PENpOIyKTHBHUX
OpraHiB, 10 MPU3BOAMIO A0 MiABUILEHHS BPOXKaii-
HocTi 3epHa Ha 30-50% y TeHeTHYHHX MOJENIX
(Ashikari et al., 2005). TToganbin AOCTIKEHHS Y
MIICHUIN BUSBUIM npuHaiiMHi 11-14 dieHiB po-
muan TaCKX 3 nudepeH1iiioBaHOI0 TKAaHUHHO-CIIe-
IUQIIHOI0 EKCIPECI€I0 Ta TEHOTUIIOBOIO Bapiali€eo,
MoB’s13aHO0 3 Macoro tucsaui 3eped (Chen et al.,
2020, Khablak et al., 2024).
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Mopaenb MeTaboniamy LMTOKIHIHIB y nweHuui ( Triticum aestivum L.) Ta BU3Ha4YeHHs milleHei ans dpapmakonoriyHoi mogynsuii CKX...

HeszBaxkatoun Ha HAKOMUYEHY MOJEKYJIAPHO-
reHeTHYHy 0a3y, MpaKTWIHA peaji3allis KOHIEHIIii
«migeummenas LK s migBummeHHS BPOXaHHOCTI»
Yyepe3 3aCTOCyBaHHA (DapMaKoJIOTiYHUX iHTIOITOpIB
CKX 3anumaetscst oomexenoro. IlonpoBi gocninu 3
INCYDE ta CPPU Ha nmenuui i s4MeHi He Aaiu
OYiKyBaHOTO MPHUPOCTY BpoxkaitHocTi (Jameson and
Song, 2016), 0 CBITYUTH PO HASBHICTH CKJIATHUX
rOMEOCTATUYHMX MEXaHI3MIB KOMIIEHCALll, BKJIIO-
Yaloud 3BOPOTHY TPAHCKPHUILIAHY pPETYJISLi0
TaCKX reniB i napanenbHui nuisix inaktusaii LK
gepe3 O-rmoko3mmoBanusa (ZOGT) (Jameson and
Song, 2021). Lli crtocTepeskeHHS i IKPECTIOI0TH He-
00XIi/THICTh CHCTEMHOTO MiIXOY 10 PO3pOOKH CTpa-
Terii apMakoIOTrigHOI MOIYIAIIT IUTOKIHIHOBOTO
romMeocrasy.

Mertoto nanoi poboTu € modymoBa MoJei Me-
TaboMi3My IMTOKIHIHIB y TIIEHHII 3 iJleHTH(iKa-
II€I0 KIIFOYOBHUX TOYOK (hapMaKOJIOTi9HOTO BILIHBY;
MIPOBEJICHHS i1 Si/ico MOJIEKYJISPHOTO JOKIHTY BiJI0-
mux CKX-imri6iropis (F-INCYDE, INCYDE) no
KOHCEPBATUBHOTO KATAIITUYHOTO CaiiTy (hepMeHTy;
MOPIBHAJIBHUN aHamii3 (hapMaKoJOTIYHUX cTpaTeriit
MiABHUINEHHS [UTOKIHIHOBOTO PIiBHS; OOTPYHTY-
BaHHsI KOHIIENITYIBHOT'O CKJIaay 0araToKOMITOHEH-
THOTO TIpemapaty ans onrumizaiii [IK-romeocrasy
y 3JIaKiB.

Marepiaau i MeTogu

Konyenmyanone mooenroganus memaboniu-
HOI mepeorci

Mojens MeTabomi3My UUTOKIHIHIB Y TIIIe-
HUI OyJia o0y J0BaHa Ha OCHOBI iHTErparii JaHux
3 6i0miorpadivyHux mKepen mpo: (a) pepMeHTu 6io-
cunare3y LUK (IPT, LOG, CYP735A); (6) Tpancnop-
tHi Oinku (PUP1, ENT, AHK-peuentopm); (B)
nuraxu nerpagamii (CKX, ZOGT/UGT, CYP); (1)
curHainpuuii kackax AHK—AHP—ARR. Mogens
Bi3yalli3oBaHa y opmMati MeTaboiuHOl CXEMH 3 T10-
3HAYEHHSIM MTOTeHIIMHUX MillIeHe! 1HTi0yBaHHSL.

Monexynapuuii dokine (in silico)

st mependadeHHsT CIIOPiAHEHOCTI iHT101TO-
piB 1o aktuBHOrO HeHTPY CKX mpoBoaunu MojeKy-
JSPHUM JIOKIHI 13 BUKOPUCTAaHHSIM IPOrpaMH
AutoDock Vina v.1.2.0 (Eberhardt et al., 2021). Sk
pelenTop BUKOPHUCTOBYBAIM KPUCTATIYHY CTPYK-
Typy AtCKX2 (PDB ID: 1W50, po3ainbHa 3aat-
nictb 1.89 A) — KoHcepBaTMBHOrO TOMOJIOra
TaCKX2, OCKITLKH Ha MOMEHT IOCHIIKEHHS Bali-
noBaHi kpuctaiorpadiuni crpykrypu 7aCKX'y Bin-
KpUTOMY JocTymi Oynu BincyTHi. CTymniHb TOMOIO-
rii aktuBHorO caiity AtCKX2 i TaCKX2 cTaHOBUTH

> 65% 3a pe3yiabpTaTaMd MHOXKHMHHOTO BHPIBHIO-
BaHHS aAMIHOKHCIIOTHUX MOCTiIOBHOCTEH
(MUSCLE v.95).

[lizrotoBKy cTpyKTypu Oillka MPOBOIWIN 3
BukopuctanasaM AutoDockTools v.1.5.7: Buna-
JIeHHsI KpucTanorpadigHuX MOJIEKYN BOJHW, HOMAa-
BaHHsI aTOMIB BOJIHIO 1 BU3HAYCHHS YaCTKOBHX 3apsi-
niB (Gasteiger-Marsili). Jliraugu F-INCYDE (2-
¢dTop-6-(3-MeTokcubeH1ITaMiHO )ITypHH) Ta
INCYDE (2-xn0po-6-(3-meTokcudeHinamino)my-
pun) OyayBanu y 3D-dopmari y mporpami
ChemDraw 3D v.22, onTumizyBaivcsi METOIOM
MMFF94, xonBeproBani y PDBQT-dhopmar.
TpaHc-3eaTHH BHKOPHCTOBYBAU sIK pedepeHc-ii-
raHj s Bepudikamii mpoTOKOIy JOKIHTY.

[omryxoBuit 60KC EHTPYBaBCS HA KaTalliTH-
yHoMy caiti AtCKX?2 3 koopauHaTam#, 110 OXOTI-
JIIOIOTh KITFOYOBI aMiHOKHCIOTHI 3aiuiiku His105,
Glu381, Tyr459 ta FAD-xodakTop. Po3mip 60kcy:
20 x 20 x 20 A. Bukonypanu 20 He3aJekHUX MPO-
TOHIB I KO)KHOTO Jiranay (exhaustiveness = 32).
Pesynpratn aHamizyBanu 3a 3HAYEHHSMH BLIBHOI
eHeprii 38’ s3yBaHHs (AG, KKaln/MOIb) 1 XapakTepoM
MDKMOJIEKYJISIPHUX B3aeMofii. Bizyamizamito mpo-
Bonwin y PyMOL v.2.5 ta LigPlot+ v.2.2.

Amnaniz gpasozanesxicnocmi 3acmocyeants npe-
napamie

TeopeTnuHe OOIPYHTYBaHHSI ONTHMAaTbHUX
¢a3 3acrocyBanns CKX-iHribiTopiB nmpoBoaniu Ha
OCHOBI  aHamizy (asocnenudiunoi  ekcmpecii
TaCKX-reniB y BiINOBiIHUX (a3ax OHTOTCHE3Y
meHnIi 3rijgnao 3i mkanoro BBCH. [lani npo auna-
MiKy piBH# eHnoreHHnX LIK y 3epHi y kirrouoBux a-
3aX PO3BHUTKY CHCTEMAaTH30BaHO 3 OMYOJiKOBaHUX
JIOCITi/PKeHb. BU3HAYEHO TpU KPUTHYHI BiKHA Mak-
CHUMAJIBHOI YyTIMBOCTI CHCTEMH 10 (hapMaKoJIorid-
HOTO BILTUBY.

Pe3yabTaTu Ta 00roBOpeHHs

Cucmema CKX y nwenuyi: monexynapna op-
eaHizayis ma QyHKYioHANbHA 3HAYYWICTb

Ponuna CKX-renis ninenutii (7aCKX) € 3Ha-
YHO CKJIaJHIIIOI0 TOPIBHAHO 3 MOJICIILHUMHU OpraHi-
3MaMH: TeHOM 1. aestivum MICTHTh IIOHaMEHIIe
11-14 ¢yHKIIOHANBHUX YICHIB POJUHH, PO3Millle-
HuX Ha xpoMmocomax A, B 1 D cyorenomis (Chen et
al., 2020). HeranpHuii aHaniz Tomorpadii po3mi-
merHs 7aCKX-reHiB BUSBUB iXHIO KJIacTEPHU3AIlii0
y TomeoJoriyHux rpymax 3, 5 ta 7 XpoMocom
(Khablak et al., 2024). Ogonowska et al., 2019 pos-
nogimumm TaCKX-renn Ha 4yotupu (yHKUIOHAJbHI
rpynu 3a crernudivHicTio ekcnpecii: crenudivHi
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JUTSL TUCTKIB, crerudiuni s CyIBITh Ta CYIBITTE-
BHX MEPHCTEM, CTICHH(ITHI I KOPEHIB, 3 IIHPO-
KHM TIaTEePHOM €KCIIpECii.

KittouoBoto i30(opmoro Ajist perysiiii 3epHoO-
BO1 MpoayKTHBHOCTI € TaCKX2 — opTONIOT pUCOBOTO
OsCKX2 (Gnla). Bapiamii amempHOro CcKiamy
TaCKX2, TaCKX4, TaCKX5 i TaCKX9 nocToBipHO
aconiiioBani 3 macoto 1000 3epeH y reHOTHax Iiie-
Humi (Shoaib et al., 2020). 3okpema, TarIOTHUIIN
TaCKX24 2, TaCKX44 2, TaCKX54 3 i
TaCKX9A4 2 KOpedmoTh 3 MiJBUILEHOI0 Macoro
1000 3epeH, 1m0 MiATBEPIKY€E TOTEHITAT PETYIISIIii
came 1uXx 130(opM s MiABUINEHHS MTPOYKTHBHO-
cti. Hemmomasuo nokasauno, 1o 7aCKX/11-D no3u-
TUBHO PETYJIIOE PO3MIp 3epHa Yepe3 KOHTPOIb PO3-
Mipy KJIITHH 30BHIITHBOTO MepHUKapiy i gochopu-
moBanHs TaMPK3 / TaMPK6 (Qian et al., 2025).

3amoBuyBanHsi TaCKXI metonom RNAiy T.
aestivum TPU3BOAMIO JO KOOPJUHOBAHWUX 3MIiH Y
excnpecii iHmmMx 7aCKX-reHiB: 3Ha4YHE IPHUTHI-
vegHs JTaCKXIl Tta ogHoYacHa  aKTUBAIlsS
TaCKX2.1, TaCKX2.2, TaCKX5 i TaCKX9, mio aco-
LIFOBAJIOCS 3 TIABHINEHUM ()EHOTHUIIOM TIPOAYKTHB-
HOCTI, BKJIFOUAIOYH 3POCTaHHS KiJIbKOCTI KOJIOCKIB i
yucia 3epeH y kojioci (Jablonski et al., 2020). Bumict
oinbrmocti popm LK y 7-nernnx konockax (7 DAP)
CWJICHIIOBAHMX POCIIMH 3pocTaB Ha 23—76% mopis-
HSTHO 3 KOHTpoJieM (Ui tZ, tZ-TmoKo3uiB, cZ Ta
iP). L1i maHi MepeKOHIMBO CBiTYaTh PO HEHTPAIBbHY
pons TaCKX sx «BopoTaps» LIK-romeocra3sy B mmie-
HUII.

Mooenb memabonizmy yumorxiHiHie y nueHuyi

Ha ocHoBi iHTerpaiii qaHux mpo ¢pepMeHTa-
tuBHI nepeTBopeHHs LK y 3makiB mobymoBaHo mo-
JIeNb, IO BKJIFOYA€E TPH OCHOBHHUX MOXYIMi: Oi0CHH-
Te3, TPAHCTIOPT 1 peLeNis, iHaKTUBAallis Ta Aerpajaa-
1is (puc.).

Momyns 6i0cHHTE3Y BKIFOYA€E KIFOYOBI (hep-
MeHTH: i3omneHTeHinTpancdepasy (IPT) — mimityro-
ynii pepMeHT cuHTe3y iP-HYKII€OTHAIB; IIUTOXPOM
P450 monookcurenazy CYP735A — misa cunresy tZ-
HYKJICOTUIIB 3 1P-HYKIICOTHIIB; JIOT-TyPHH OKCHTe-
Ha3y (LOG) — ans rizpomnizy HyKI€OTUAHUX GOPM Yy
BUTbHI ocHOBH. Tpancmopt LK 3mificHIOETRCS Yepes
cnerudivni mypur-nepmeazu (PUP1) i mykneosun-
tpancnoprepu ENT, a akTuBaiisi HIUTOKiHIHOBOTO
CUTHANy BiIOyBaeThCS depe3 MeMOpaHHI perer-
topu-rictuanakinazn AHK2/AHK3/AHK4 3 mona-
aeimuM  Gocopeneitaum kackagom AHP—TypeB
ARR (Khablak et al., 2025).

Moy s iHaKTHBAIIi] OXOTLTIOE JIBa TTApaIeITh-
HUX nuixu. [lepmmit, goMiHyOUHi — HEOOOPOTHA
OKHCHIOBabHa JNerpafamis yepes CKX 3 Bimmen-
TeHHsIM OOKOBOTO NaHIfora Biff N6-mmypuny. Apyruit
— oboporHe O-TIrIOKO3WIIOBaHHS 4epe3 3eaTnH O-
rinokozuintpanchepasy (ZOGT, Hamexuth 10 Ci-
meiictBa UGT) 3 yTBOpEeHHSM TIIOKO3UIHUX (OpM
tZ-O-Glc ta cZ-O-Glc. Baxnuso, mo came Apyruit
NUISIX BUSIBJISIETHCS KPUTUYHUM JIJIsl pE3UCTEHTHOCTI
nenuil A0 inrioyBanas CKX: Bucoka KOHIIEHTpa-
st HK-O-riroko3uiB y 3epHi Ta Bix’eMHA KOpels-
uist Mix aktuBHicTIO ZOGT 1 BpoXKaiHICTIO BKa3y-
I0Th Ha T€, 11O 1151 CUCTEMa € aKTUBHUM OydepoM -
TOKiHiHOBOTrO myny (Jameson and Song, 2021).

IPT
¥
AktuBHi CK (tZ, cZ, iP)
4
| [ |
v v v
CKX ZOGT/UGT CurHaniHr
(perpapauis) (rnwkosuaun) (peuenTtopu AHK)
v v v
HeaKTUBH1 O/N-rnwkosngu pict / cTpec-apanTtauis

Puc. Moaens merabomizMy IUTOKiHIHIB y mmennui (Triticum aestivum L.): cxema MeTabOIIYHUX IIJISAXIB 3 T03-

Ha4YeHHSIM TOYOK (hapmakosioriuHoro BrmBy (T1-T4).
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Mopnenp no3Bossg€e ineHTH(DIKYBATH YOTHPH
MOTEHIIHHUX TOYKH (HapMaKOJIOTiYHOTO BIUIUBY:
(T1) imrioyBanas CKX — ocHOBHa MilIeHb
INCYDE/F-INCYDE; (T2) inrioyBanus ZOGT —
rapajeibHa MillleHb (KBEPIETHH SK ITOTCHITIHHII
iHrioiTop); (T3) akruBaniss AHK-penentopiB — mi-
LIeHb EK30TCHHUX LUTOKiHiHIB; (T4) iHriOyBaHHA
3BOPOTHOTO TIFOKO3UIHOTO TigpOINi3y [-TIIFOKO3H-
Jla3aMy — NOTCHLIHHA MILIeHb ISl IOAOBXKEHHS Aii
HK-rmtoko3unis (Tadm.).

Pezynomamu  monexynaprozo Ookiney.: F-
INCYDE ma INCYDE oo AtCKX2

Monekynsapuuit  gokiar F-INCYDE ra
INCYDE no kpucramiuHoi crpykrypu AtCKX2
(PDB : 1W50) BusiBUB 3HA4YHY CIIOPiTHEHICTH 000X
1HTIOITOPIB 70 KOHCEPBATHBHOTO KAaTaIiTHYHOTO
caiity ¢pepmenty. 3actocyBanus AtCKX2, sik moze-
JBHOI CTPYKTYPH, € OOTPYHTOBAHUM, OCKIIBKHU CTY-
miHe ToMoJorii aktuBHOTO meHTpy AtCKX2 i
TaCKX2 3a KIIOYOBMMH KaTIITHYHUMH 3aJTUIL-
KaMu nepeBuIrye 65%, a KIF04OBI aMiHOKHCIOTH
His105, Glu381 i Tyr459, mo dbopmyroTh cydcTpat-
3B’S3yBaJIbHY KHIICHIO, € IUJIKOM KOHCEPBaTHB-
HUMH.

Tpanc-3eatur (pedepeHc-miranm) mpoaeMoH-
ctpyBaB AG = —6,8 KKajn/Monb Tpu AOKIHTY 10
AtCKX2 — 3HadeHHs, OM3bKE O OMyOJiKOBaHUX
JaHUX [UI1 aTOMHOTO KOoH(popMepa 3 KpUcCTajorpa-
(hiyHNX JOCHTIKEeHb, MO MiATBEPHKYE BaIiTHICTH
nporokoiy. Iuriditop INCYDE mnoka3aB 3HaueHHs
AG =-7,9 xkan/mois, Toai sik F-INCYDE, y skomy
aTOM XJIOPY 3aMiHEHO Ha (TOp, IEMOHCTPYE BHIILY
cnopiaaericte — AG = —8,4 KKai/MoJb, 10 MOXE
OyTH TOB’s3aHe 3 MOKpalleHHM NpodiseM eleKT-
POHHOT MITEHOCTI (PTOPO-3aMiCHHKA Ta OITBIIT ONITH-
MaJbHUMH Tipo(h0OHUMHU KOHTAKTaMH y T11podoo-
Hil «kuieH» Hajg FAD-kodpakTopom.

AHani3 xapakTepy B3a€MOJiN TOKa3aB, IO
obunsa iHTiOiTOpH HOPMYIOTH crienu]ivHi BOTHEBI
3B’s13ku 3 His105 i Glu381 — xaTamiTHYHO KpUTHY-
HUMH 3aJIMIIKaMH, 110 0epyTh Y4acTh Y MEXaHi3Mi
okucHeHHs 0okoporo naHiora LK. F-INCYDE no-
JATKOBO YTBOPIOE KOHTAKT MiXK aTOMOM (TOPY Ta Ti-
JIPOKCUWIIBHOIO Tpymoro Serl60, mo moscHioe Horo
BUIIy criopigHenicTs. [lypuHomoniOHe Kijgbile 000X
iHTI0ITOpIB 3aiiMae ajeHiH-3B’A3yBajJbHY IOPOXK-
HUHY, (OPMYIOUH T-CTEKiHTOBY B3a€EMOJII0 3
Tyr459. Pesynbratu in silico miaTBepKyIOTh KOH-
KypeHTHUI MexaHi3M iHriOyBanHs mia AtCKX2 i
obrpynToBytoth mepeary F-INCYDE sk kanmu-
maTa Ui HOJAJIBIIOI i1 Vitro Ta in vivo OLIHKH Ha
TaCKX (Jablonski et al., 2020).

THopisusnbnuii ananiz cmpamezitl hapmaxo-
JIO2TYHOT MOOYIAYIT YUMOKIHIHOB020 20ME0CMA3y

CucremMaTHYHUI MOPIBHSAUIBHUHN aHAIi3 iCHY-
FOYUX MIAXOMIB IO IiJBUIICHHS PiBHS €HIOTCHHUX
LK y 37makax BUSBUB MPUHIMIIOB] BiAMIHHOCTI MiX
MPSIMAM BHECEHHSIM €K30T€HHHX ITUTOKIHIHIB Ta iH-
ridyBaHHSM MUISIXIB iX JIerpaaarii.

[Mpupoani nuTokiHiaK (3eaTuH, iP) mBHIKO
nerpaaytoth mmig gierwo tux ke CKX ¢depmeHris,
TOMY MAarOTh Ha/I3BUYAaHO KOPOTKOYACHHUN e(eKT i
HE BHPINIYIOTH MPOOIEMy XPOHIYHO ITiJBUIICHOT
CKX-aktuBHOCTI B yMoBax ctpecy. CHHTETHYHI
anasnoru — TDZ ta CPPU — € nyanbHUMU areHTamy,
1110 OJTHOYACHO aKTHUBYIOTh LIMTOKIHIHOBI PELIETITOPH
AHK i npurniuytots CKX, npote MaroTh HaJ3BU-
YaifHO BY3bKE TEPAINCBTHYHE BIKHO KOHIIEHTPAIIiH.
3acrocyBanHs CPPU ta TD-K y nonboBHx ymoBax
3 TIICHHIEIO Ta SYMEHEM He MPHU3BENO JI0 ITiJBU-
nieHHs BpoxaitHocti (Jameson and Song, 2016).

Tabnums. XapakTeprcTUKa KITFOUOBHX MillleHeH (hapMaKoJIOriyHOT MOIYJISIIi IMTOKIHIHOBOTO TOMEO-

CTa3y y MIIeHUI

Mimens ®epment/binox Edexr inridysannst  J{octynHi iHribitopu CraH f1ocCiiKeHHS

TaCKX2, TaCKX4, 1 axmmsrux LK (1, D CYDE, Hobpe BuBtCHO it vitro;

T1 - CKX . F-INCYDE, 00OMeXeHI MMOJILOBI JaHi
TaCKX11 iP, cZ) .. .

aHiciduynypun JUTS TIIICHUII

T2 — 70GT TaZOGT / | inaxTuBanis yepes ~ KBepretus, Jr0TeOTiH I}j;:;:q?ﬁoKﬂE;I;ZaOGT

TaUGT76C O-rmoko3woBanHg  (in vitro) H p
nporajrHa
T3 — AHK AHK2/AHK3/AHKA [Ipsima axTuBarist 6-BAP, tZ, TDZ, 2]506pe BHB‘IGI-.I?; pHU3HUK
IK-curnamy CPPU rinepaKkTUBallil
T4 - B-Glc B-rioko3umaza T K3 He suisiero KonnenryansHa crafis

TJIFOKO3UAHOTO ITYJTY

cnenuiIHIX
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Buxopucranns iariditopie CKX 6e3 BiacHoi
nutokiaiHoBoi aktuBHOCTI (INCYDE, F-INCYDE,
MOXiHI AnugeHiIceyoBUHN) € Oinbl ¢izionoriaHo
OOTpYHTOBAaHUM ITiJTXOJOM: BOHU IMiJBUIIYIOTh CH-
JOTEHHUH ITyJI MUTOKIHIHIB 0e3 mpsMoi TrinepakTu-
Balii penenTopiB (eeKTy «peUenTOpHOrO HIOKY»),
30epiraroTh MPUPOJHY CHEHHU(IUHICTh CUTHATBHHUX
[UIAX1B 1 HTOTEHIIIITHO MOXKYTh JiSITH TKAHHHOCTICTIH-
(hbiuHO, 30KpeMa y CyUBiITTsX, Jie akTuBHICTE CKX €
KIIIOYOBUM JIIMITYIOUHM (DaKTOPOM IPOAYKTHBHO-
cti. INCYDE mpu xornernTpaii 10 HM nigBuiryBas
AHTHOKCHUJAHTHY AaKTUBHICTH ¢epmeHTiB (SOD,
CAT, POD) i 3HmXyBaB BMICT MaJOHIIJIBACTIAY Y
tomarax 3a ymoB NaCl-ctpecy (Jablonski et al.,
2020).

Tomeocmamuuna 6i0nosios: ponv ZOGT sk
napanenvHoi Miuieti

OmHMM 3 KITIOYOBUX PE3YNBTATiB aHANi3y €
ineraTudikamist O-TIIOKO3WITIOBaHHS ITUTOKiHIHIB
(ZOGT-uw1six) SIK KPUTHYHOTO MEXaHi3My TOMeoc-
TATUYHOI KOMIIEHcallii y mmeHuri. Jameson and
Song (Jameson and Song, 2021) moka3anu, 1o 3a-
crocyBaHHs INCYDE ta CPPU y nonsoBrx ymoBax
MIICHUIII Ta IYMEHIO BUKJIMKAJIO JIUIIE CTATUCTUYIHO
He3HauyIe 30inbireHHs cZ-O-roko3uay 0e3 cyT-
TeBOTO TIpEpocTy akTuBHUX (hopMm LIK. Bucoka 0a-
3aJbHa KOHIEHTpallis tZ y 3epHi Bke uepes 4 IHi mi-
CJIl aHTE3UCy Pa3oM i3 LIBHIKUM IepeHanpaBiieH-
Ham LK y rmoko3ugny ¢opmy Bkaszye Ha Te, LIO
ZOGT cnyrye «apyroro miHieto 3axucty» LIK-rome-
ocrazy.

KittouoBoto nporainHoIo € BiICYTHICTb Y Bifl-
KPUTOMY JOCTYII JaHWX Tpo: ijeHTH(dikoBaHI Ta
¢dyHKIIOHATIBHO OXapakTepu3oBadi reuu TaZOGT'y
MIIeHU; KineTn4yHi napamerpu 7aZOGT-dhepmen-
TiB; cienudiuni inriditropu 7aZOGT. Ksepuerun i
JIOTEOJiH MIPOAEMOHCTPYBAIIU 1HT10yBaHHS
AtUGT76C2 (anamor ZOGT) in vitro (Jablonski et
al., 2020), ognak ganux mig 7aZOGT NIeHAI HE
icHye. Takum uymHOM, mojBiiiHa ctpareriss CKX +
ZOGT inribyBaHHs € KOHIIENTYIBHO ITEPCIIEKTUB-
HOIO, ajie MoTpedye 0OOB’SA3KOBOrO MOIEPEAHBOTO
JOCHI/DKEHHSI  €H3UMOJIOTIYHUX ~ XapaKTEPUCTHK
TaZOGT.

Kpumuuna mnayxoea ecinomesa: opHOYacHe
npurdidveHss CKX (3HMWKeHHS! OKUCHIOBAJIBHOT Jie-
rpananii) ta ZOGT (3HWkeHHS O-TIIOKO3MITIO-
BaHHs) 3/]aTHE 3a0€3MeYNTH CTilKe TTiABUILIEHHS Pi-
BHA akTuBHHUX Qopm LIK y cynsirrsax ta enupocre-
pMi, sIKe He IiIIaBaTUMEThCSI TOMEOCTATHYHINA KOM-
neHcarlil yepe3 JKoaHuiN 3 1BOX HULsIXiB. [lepeBipka
i€l TIMOTE3U € MPIOPUTETHUM HAIIPSIMKOM HOJaJb-
IIUX JOCIIIKEHbD.

DaszoszanexcHicmos 3acmocysanna CKX-inei-
Oimopig: 0OTpYHMYBAHHS KPUMUYHUX 8IKOH

®deHonoriuHMil aHami3 MaTepHiB eKcmpecii
TaCKX-reHiB y KOHTEKCTI PO3BUTKY 3€PHOBOI KYJIb-
TYPH 103BOJISIE BAOKPEMUTH TPU KPUTHYHI BiKHA Ma-
KCUMaJIbHOI YyTIMBOCTI CHCTEMH 10 (hapMaKoJIori-
yHoro BIuuBy. [lepme Bikno (BBCH 31-39, Buxin
y TpyOKy) XapaKTepU3yeThCs TOYaTKOM (hIopaib-
HOTO Tepexoy i popMyBaHHSIM MEPUCTEM KOJIOCY.
TaCKX1, mo crnenugivyHO eKCIPECYETHCS Y TPOPO-
CTal0YMX KOPEHSAX 1 CYNBITTSX, IO PO3BUBAIOTHCS,
KOHTPOITIOE KUTBKICTh MEpPHUCTEM (IIOpPATEHUX Opra-
HiB. 3acrocyBanus CKX-iHribiTopa y 1ieit mepiof
TEOPETUYHO 301IBIIYE KUTBKICTh 3a4aTKiB KBITOK.

Hpyre Bikno (BBCH 55-65, xonocinas-moya-
TOK IBITIHHS) € HAUKPUTHYHIIINM 32 JaHUMHU JiTe-
parypu. PiBens LIK y kooci 3pocrae Bxe Bif moya-
TKY KOJIOCIHHS 1 IOCsTae MKy y nepii 2—5 i6 micis
anTe3ucy. 3amkeHHss CKX-akTUBHOCTI y 1iel KpH-
TUYHUNA MOMEHT J]a€ MAKCUMAJIbHUHN €(PEeKT Ha KiJib-
KICTh 3€pEeH, L0 3aTPaBJIIOIOTHCS, Ta IXHIO [OYaT-
koBy Macy. Came y IbOMY BiKHi, 3aCTOCYBaHHS
CKX-inribitTopiB moka3ano HalKpalli pe3yiIbTaTH B
€KCTIEpUMEHTATbHOMY JOCIIPKeHH1 pucy
(Cortleven et al., 2019, Jameson and Song, 2021).

Tpere Bikno (BBCH 71-77, mo4arox i akTu-
BHa (haza HAIMBY 3€pHA) € KPUTHUYHHUM JUTS MiTPH-
Mku SOURCE-SINK ¢ynkuii. HuTokiHiHN y 1ei
NEePioJl CTUMYIIOIOTh aKTHBHICTh Caxapo30TPaHCIIO-
pTepiB, GEpMEHTIB CHHTE3Y KPOXMAIIIO 1 MPUTHIYY-
I0Th MepeYacHy CEHECIIEHIIiI0 PATIOPHOTO JINCTKA.
BaxxnuBo, mo y it ¢asi akruaa came ZOGT, a He
CKX, Tomy 3acrocyBanHsi BUKIOYHO CKX-iHTi0i-
TOpIiB MOXeE J]aBaTh 0OOMeXeHHH eQeKT Oe3 oJHOoYa-
cHoro OiokyBanns ZOGT.

Konyenmyanvuuii cxnao 6azamoxomnonenms-
Ho2o npenapamy 01 onmumizayii L{K-eomeocma3zy

Ha ocHOBI IpoBeEHOr0 CUCTEMHOTO aHAI3Y,
3alPONIOHOBAHO KOHLENTYaJbHUH CcKiIan Qomiap-
HOTO TIperapary, JIoTika SKOro 0a3yeTbcsi Ha OHO-
YaCHOMY BUPIIICHHI KiJIbKOX 3aBJlaHb: IHTOYBaHHS
CKX (roymoBHa MillleHb); YacTKOBE iHTIOyBaHHS
ZOGT (mapanenbHa MIIIEHD); AHTHOKCHUIAHTHUHN
3aXHCT B YMOBaxX CTPECY; OCMOIPOTEKIIiS KIIITHH;
ONTUMI3allisi CHCTEMH JOCTAaBKH ISl TIOA0JIAHHA KY-
TUKyJsipHOro Oap’epy. Crnin mizkpecnuT, 1o 3a-
MPOTIOHOBAHHUH CKIIaJI € BUKIIOYHO KOHIIETTYallb-
HUM TEOPETUYHUM OOTPYHTYBaHHSM 1 MOTpeOye cu-
CTEeMAaTHYHOI i1 Vitro Bepudikalii KOKHOTO KOMIIO-
HEHTa Ta iX KOMOiHaLil mepea Oyab-KHM IOJIbO-
BUM TeCTYBaHHIM. 30KpeMa, BMIiCT KBEPIIETHHY I10-
BUHEH OYyTH MiATBEpIKEHUWH TecTaMH Ha 1HTIOy-
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Mopaenb MeTaboniamy LMTOKIHIHIB y nweHuui ( Triticum aestivum L.) Ta BU3Ha4YeHHs milleHei ans dpapmakonoriyHoi mogynsuii CKX...

BauHs TaZOGT (dpepmeHTy, 10 AOCI HE OXapaKTe-
PW30BAaHMIA IJIS TIIIEHUIN), @ KOHIIEHTpAIis B-IuK-
JIOJEKCTPUHY 3HMKEHA MOPIBHSHO 3 PSAOM peLer-
Typ Y JiTepaTypi, 3 ypaxyBaHHSIM (iTOTOKCHUYHOTO
MTOTEHIIIaTy TPHY IiABUIIEHUX JT03aX.

BucHoBku

1. Popuna TaCKX nuienuni Hapaxosye 11-14
(yHKIIOHATIBHUX YJICHIB 3 TKAHUHHO-CTIEHU(PITHOIO
Ta (hazo3anekHOIO ekcnpeciero. [3opopmu TaCKX2,
TaCKX4 i TaCKX1] € KIIOYOBUMH PETYISATOPAMHU
LK-romeocrasy y CyuBiTTsIX Ta eHAOCIEPMI 1 € mpio-
PUTETHUMH MIMIEHAMHE T (hapMaKoIOTi9HOI MOTY-
JATIT IPOTYKTUBHOCTI.

2. 3a pe3ysbTaTaMu MOJEKYJISPHOTO JOKIHTY
mo AtCKX2 (PDB: 1W50) BcraHoBieHo, mo F-
INCYDE nemMoHCTpye BUIIY CIIOpPiTHEHICTh O Ka-
TamituaHoro caiity (AG = —8,4 KKayi/Moib) Mopis-

KKkayi/Moub). JlogatkoBa B3aeMois atoMy (GTOpy 3
Ser160 3ymosmroe epeBary F-INCYDE.

3. ZOGT (zeatun O-rimroko3uiTpanchepasa)
imeHTUdiKOoBaHa K KPUTHYHA TapajiesibHa MillleHb,
110 320€e31medy€e roMeOCTaTUIHY KOMITEHCAITIIO TiCIIs
iarioyBanHs CKX 1 MOSICHIOE BiJICYTHICTH TOJBO-
Boro edekry INCYDE y mmenuni. Konmenitist mo-
neiriHoro inrioyBanus CKX + ZOGT e HaykoBo 00-
TPYHTOBAHOIO TIMOTE3010, sIKa moTpedye Bepudika-
mii.

4. 3ampoIlOHOBAaHO KOHLENTYalbHUH CKIIaJ
0araTOKOMITIOHEHTHOT'O JIICTKOBOTO IIpenapary Ha
ocHoBi F-INCYDE i3 cucremoro noctaBku Ha [3-111-
KJIOJICKCTPHHI, 110 TIOTPEeO0Yy€e CUCTEMATHYHOI in Vitro
Ta in vivo Bepudikamii A7 MPaKTHYHOTO 3aCTOCY-

BaHH.
Indopmauis npo ginaHcOBY miATPUMKY, MOASIKH: Bi-

HsHO 3 INCYDE (AG = -7,9 kkajn/Moiib) i IpupoI-
HUM cyOctpatom TtpaHc-3eatTuHOM (AG =

JICYTHSL.
KondguaikT inTepeciB: aBTOpH 3asBISIOTH PO BiACYT-
HICTh KOH(IIIKTY iHTEpeciB.

-6,8
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MODEL OF CYTOKININ METABOLISM IN WHEAT (TRITICUM AESTIVUM L.) AND IDENTIFICATION
OF TARGETS FOR PHARMACOLOGICAL MODULATION OF CKX TO ENHANCE GRAIN
PRODUCTIVITY AND STRESS TOLERANCE

Aim. To develop a model of cytokinin metabolism in 7riticum aestivum L. with identification of key pharmacological
intervention points and substantiation of strategies to enhance productivity and stress tolerance through inhibition of
cytokinin oxidase/dehydrogenase (CKX) enzymes. Methods. Systematic literature analysis, meta-analysis of inhibitor
efficiency, conceptual modeling of the metabolic network, molecular docking (AutoDock Vina 1.2) of F-INCYDE and
INCYDE to the structure of AtCKX2 (PDB: 1W50), and analysis of application timing according to the BBCH scale.
Results. A model of cytokinin metabolism was developed, including biosynthesis, transport/reception, and degradation.
Four key intervention points were identified. The 7aCKX gene family was shown to comprise multiple functional
members with tissue-specific expression. F-INCYDE demonstrated higher binding affinity to AtCKX2 (AG = -8.4
kcal/mol) compared to INCYDE (AG = -7.9 kcal/mol). ZOGT was identified as a parallel target explaining the limited
efficacy of INCYDE. Optimal application stages were determined (BBCH 31-39, 55-65, 71-77). Conclusions. Dual
inhibition of CKX and ZOGT represents a promising strategy for regulating cytokinin homeostasis in wheat and requires
further experimental validation.

Keywords: cytokinin oxidase, TaCKX, wheat, CKX.
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