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®OPMYBAHHSA CTIMKOCTI 10 TATOT'EHIB Y POCJIMH
3A YYACTI EHITEHETUYHUX YUHHUKIB I ®ITOI'OPMOHIB

Y emammi posensinymo ocoonueocmi cmitikocmi pociun 00 NAMO2eHi8, KA 8UHAYACTbCS HASLGHICIO
2€HI8 PEe3UCMEHMHOCMI Ma pe2yiayiclo IXHboI aKMmUueHOCMi 3a 00NOMO2010 (Dimo2oOpMoOHie, OULIbHOCH
A0EPHO20 NOPOBO20 KOMNILEKCY, Yepe3 eniceHemuyHi Moougikayii Ha nOCmmpaucKpunyiiuHomMy ma nocm-
mpancasyiunomy pieni JIHK i cicmonis, 8i0nogiono. Oxapaxmepuzo8amno soepHutl NOposuil KOMIIEKC, KUl
CKA0AEMBCA 3 HYKILEONOPUHIB, A0EPHO20 NOPOBO20 KOULUKA, YUMONLAZMAMUYHUX (Dilamenmie i mae 30am-
HiCMb UOIPKOBO MPAHCNOPMYSAMU MPAHCKPURYILHI ghakmopu 00 adpa 3 yumonaazmu ma mPHK y npo-
MUNEHCHOMY HANPAMKY, 8NAUSAI0YU HA eKcnpeciio eeHis. Ceped eniceHemuuHux Moougixayii, onucanux
y cmammi, HaUOIbW NOWUPEHUM A OXAPAKMEPUI0BAHUM € Memuniosanus (onucano oaa JJHK i eicmo-
HIB), siKke 3a0e3neyye cmadiibHiCMb 2eHOMY, 00CIYNHICIb MPAHCKPURYILHUX (hakmopie. 3az3naueno, uio Oist
2ICMOHI8 000ABAHHS MEMUTLHOL 2pYNU 00 AMIHOKUCTOMHUX 3ATUUIKIG He 3a8XHCOU € YUHHUKOM 3AMOBYY8AH-
H5l 2eHIB, OCKINbKU GUPTULATLHUMU € KITLKICIb 000AHUX 2pyn i me, 00 AKOI AMIHOKUCLIOMU 80HU NPUEOHAHI.
0b2060peno nepexio 00 MpaHCKpUnyitiHoi akmueHOCMI 2eHi8 3a80SIKU AyYemUI08anHIo 2icmonis. Ayemu-
mpancgepasa cicmonis 3azanvrozo kouwmpomo TaGCNS 30amna cnpusmu excnpecii 2ena enoin-KoA-
PeoyKmasu 6 ani02eKcanioioHoi nueHuyi, axa 3a0iaHa 6 OiocuHmesi KymuKyIsApHO20 80CKY K 0OHO20
3 YUHHUKIG 3aXUcmy. 360pomHuUL npoyec 0eayemunio8auHs € AK NOZUMUSHUM Pe2yIamopoM uepes 36 sA3Ku
3 ghakmopamu 8i0nosidi Ha emuieH, Max i HecAMUBHUM, OCKIILKU NEPEUUKOONHCAE AYeMmUTIOBAHHIO A Me-
MUTIOBAHHIO AMIHOKUCTIOM 2icmonis. Taxo HasedeHo iHpopmayiio npo enaus, Kpim emuieHy, #HacMoHo-
601 ma caniyunosoi Kuciom, KOMOIHayii nepeniveHux Qimo2opmonie Ha opmysanHs cucmemHoi Habymoi
pesucmenmuocmi. Ilozumusrum himocopmoHom 0151 HAMO2EHIB € AYKCUH uepe3 U020 30amHiCmb 6NAUeamu
Ha cmpykmypy KaimunuHoi cminku. QOOHaK namozeHu 3a8058KuU eghekmopam 30amui ineioysamu iMyHHI 8i0-
NoBI0I POCAUHU, MOMY CHOCMepieaemvcs NOCMINIHA «20HKA 030POEHbY 13 0000poM Oilbul eheKmusHux
3ac00i8 NPOHUKHEHHS Ul PO3BUMKY 6 pOCIuHi ma ii 3axucHux peaxyin. Haeonoweno ua easiciusocmi
1l AKMYAIbHOCMI GUBYEHHSL ULTAXI6 (DOPMYBAHHS CIILIKOCIT MA ACNeKmIis, Ki 0a8amumyms pO3yYMiHHs NPO
BUSHAUATLHI YUHHUKU PE3UCTEHMHOCINT — HAABHICMb NOCTIO08HOCMI 2eHa ma/abo ¢akmopis, aKi pezynio-
1omb il excnpeciio.

Ku11040Bi cj10Ba: CTiHKICTb POCIIHH, TATOT€HHU, TeHU CTIHKOCTI, PETYJISALIIs eKCIpecii reHiB, MOJIEKYISIPHO-
KIIITHHHI MEXaHI3MH, CMITeHeTHYHI 3MiHH, (ITOTOPMOHHU.

Beryn

I'enu crilikocTi /10 30y/IHUKIB 3aXBOPIOBAHb POC-
JIUH TIepeBaXHO BUBYaoTh Ha piBHiI JIHK i BcTaHOB-
JIIOIOThH 1X HASIBHICTh YW BiJICYTHICTH, TIOCITyTOBYIO-
YUCh PI3HUMH MOJICKYJISIpHUMHU TexHikamu [1,2].
[Ipote 3poctae inTepec A0 (akTOpiB peryisuii
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ekcrpecii reHiB Pe3UCTEeHTHOCTI 3aBISKH eIireHe-
THYHUM 3MiHaM, Jii (ITOrOPMOHIB Ta MOKIHBOMY
CHUHEpriyuHoMy a0o0 AaHTaroHiICTUYHOMY BIUIUBY
KX YMHHUKIB [3—5]. ¥V MIIeHUIEBUX OJHUM 13 Jie-
CTPYKTUBHHX 3aXBOPIOBAaHb € OOpOIIHHCTAa poca,
Bukiukana Blumeria graminis (DC) E.O. Speer f.
sp. tritici Em. Marchal (Bgf) [1]. Ans cTBOpeHHs
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CTIMKHX POCIIHH 3ICHIOIOTH IEPEHECEHHS TeHETHY-
HOro Marepiany BiJ OJW3bKOCHOPITHEHUX BHUJIB.
Hanpukinan, HailOiibIie BUBYEHO reH PmS, iHTpO-
IPECOBAHUN BiJ >KUTAa Yy CKJIaAl TpPaHCIOKAIii
1BL.1RS, sixka MicTHTh yHIKaJbHI KOMOIHAIlii TeHIB
CTIMKOCTI Ta BpoxkalHOCTI. Taky TpaHCIOKaIliio aK-
THBHO BUKOPHCTOBYIOTB 1 BUBUAIOTh 3 1960-X pOKIB,
0 J1a€ 3MOTy 3’SCyBaTH HACHIJIKU 1 TPUBAJIOTO
BUKOPHUCTAHHS [UI B3a€MOIIl MAaTOTCH-TOCIIONAP.
[lepeneceni 4yXWHHI MOCIIAOBHOCTI B TiOpUIHUX
TEHOMaX B3a€EMOJIIOTh 3 IHIIUMH PETYISATOPHUMHU
YHMHHUKAMU (HYKJIETHOBI KHUCIIOTH, OUTKH, (iTOTOp-
MOHH Ta i1H.), IK Pe3yJIbTaT — TaKi Yy>KWHHI TeHH MO-
XKyTb HE MATH MPOSIBY 4Yepe3 HETaTHBHY PErySAIio
ekcrpecii [2,6]. ToMy akTyaqbHUM € HE JIUIIE BH-
BYCHHSI CAMUX HYKJICOTHIHHUX TTOCIIiIOBHOCTEH reHiB
iHTEpecy, a i aHalli3 MeXaHi3MiB, SIKi BIIMBATUMYTh
Ha IXHIO EKCIIPECil0, Ta BHSBICHHS PETyISITOPHHUX
MOJIEKYJI Pi3HOT MPUPOJIN B TIOPUIHUX TEHOMAX.

Pecynauin excnpecii zenieé cmitikocmi

VY BiANOBib HA IPOHUKHEHHS TATOTEHY POCIHHU
37aTHI pearyBaTH Ha TOCTTPAHCKPHIIIIHHOMY Ta
MOCTTPAHCILILIHHOMY PIBHSIX, 10 KOOPAWHYBATUME
PErYIAIII0 PO3BUTKY CTilKoCTi. [0 emireHeTHYHuX
Moauikamiii Hanexxatb Moau@ikalii MmociiIoBHO-
creii JIHK 1 TicTOHIB 32 paxyHOK METHIIFOBaHHS,
alleTUIIOBAHHS, CyMOLTIOBAHHS Ta iH., Ki MOXYTb
yCIIaIKOBYBATHCh [UISI CTBOPEHHSI IIaM’ATi Tpo pea-
T'yBaHHS Ha PO3BUTOK I1ATOI€HY HA MOJIEKYJISIPHOMY
pieHi. Taki mporiecy BiI0YBarOThCs Yepe3 B3aEMOJIII0
pisaux tunis PHK 3 6inxamu ta JIHK, 6inok-0inkoBi
B3a€EMOIIi Ta CIIPUSIFOTH TOHKOMY PETYIIOBAHHIO eKC-
npecii iJbOBUX reHiB [3].

KopuryBaHHS aKTHBHOCTI I'€HIB CTIHKOCTI MOYXe
BifOyBaTuCs 1 3aBASKN MYJIBTHOLIKOBOMY KOMILICK-
cy saepHoi mopu (Nuclear pore complex, NPC)
yepes HOro BILIUB Ha TPAHCIIOPTYBAHHS TPAHCKPUII-
nidauX ¢aktopiB g0 sapa [7]. Kpim Toro, NPC
3MaTHUN PEryjIroBaTH peIUlikalilo Ta penaparito
reromuoi JIHK, Tpanckpumnmiro, npornecunr PHK,
MPOCTOPOBY OpraHizaiilo xpomarusy. LleHTpainb-
Huil kaHanm NPC ckialaerbes 3 HYKJICOTOPHHIB,
Oararux Ha ¢eninananin i rinuH (FG), ski onoce-
PEIKOBYIOTH CEIICKTHBHE IIEPEHECCHHS MOJIEKYI,
SIKI TPaHCIIOPTYIOThCS (cargo transport), siIepHOTO
KOIITMKA Ta [IUTOIIA3MaTHYHUX (iJTaAMEHTIB, SKi 110-
TpiOHi /11 BUTOHYCHOI B3a€MOJIiT Mi’K HYKJICOILIA3-
MOIO Ta BMICTOM LMTOILJIA3MM, BiANMoOBimHO. Pi3Hi
koMIOHeHTH NPC crpusitoTh peryintoBaHHIO Pi3HO-
MaHITHUX (i310JIOTIYHHUX TMPOIECIB: POCTy W PO3-
BUTKY, IMYHHOI BIJNOBifi, TNepeAadi CHUTHATIB
3a y4acTi TOPMOHIB, PEaKIIii Ha 3MiHY TeMIIEPaTypH.
InenTu¢ikoBaHO HM3KY HYKJICOMOPUHIB, 3aIiTHUX
B IMyHHI# BIJITIOBIZIi POCIMHHU Ta 3apOrpaMOBaHii

kituaHIA cMepTi (Programmed Cell Death, PCD) [8].
Hanpuknan, HyKJI€OMOPUHH 30BHIIIHBOTO KiITbLS
NPC (Quter Ring Complex, ORC) NUP96, NUP160
i Sehl 3axistHi B Ga3anbHil iIMyHHIN BiAMOBIIl mix
yac ypaxkeHHs Oaktepisimu pony Pseudomonas,
onocepeakoBytoun excriopt MPHK, TpanckpuboBa-
HO1 3 TEHIiB, SKi MOIYJIOKTH IMYHHY BiJIIOBIJb,
3 siapa [9]. PerynaropaMu iMyHITETY pOCIMH TaKOX
€ OlTKH, acoliioBaHi 3 sIepHO0 MeMOpaHoto. J1o
HUX HAJEKATh:

— xommioHeHTu ETI (effector-triggered immunity) —
peuentop NLR-tumy SNCI1 (aktuBatop ETI) Tta
EDS1, skuii cTOITh HIKYE B CHTHAJIBHOMY KacKaJi
3a SNC1. Komrutekc 30BHimHBOrO Kinbiist NPC He-
oOximauit ans omocepenkoBanoi SNC1 akruBarii
ETI ta 6a3anbHOi pe3UCTEeHTHOCTI;

— TPAHCKPHUIIIHHUIA (HaKTOP KIITHHHOTO ITUKITY
E2F (axktuBye ETI HekaHOHIYHUM LIUISXOM, MiJ] 4ac
SIKOTO 3aJIisIHI  PEIENTOPH CATIIHUIOBOT KUCIOTH
NPR3 ta NPR4);

— NPR1 - ronoBHHI peryiasTop iIMyHITETY, OTIO-
CEepPEeIKOBAHOT'O CANII[MIIOBOIO KHCIOTOLO;

— MITOTeH-aKTHBOBaHa NpoTeinkinaza MPK3 —
3amisiHa y PTI, ETI ta 6a3anpHiil pe3uCTeHTHOCTI;

— PETyISTOpHI KOMIOHEHTH UUPKAJIHOTO TO-
TUHHMKA — night light-inducible and clock-regulated
gene 1 (LNKs) —niotpiOHi utst popMyBaHHS Oa3alib-
HO1 pe3ucTeHTHocTi [4].

SUPPRESSOR OF NPR1-1, CONSTITUTIVE 1
(SNC1) € NLR 6inkom Toll-interleukin 1 receptor
(TIR) Tumy, 3aissHANA y B3a€MOJIiT MiXK POCIIMHAMHA
Ta matoreHamu. MyTaHTH 3 BTpaTor (yHKIil
SNC1 € Oiblll CIPUHHATIMBUMH 10 TATOTCHHUX
Pseudomonas syringae. Inentu¢ikoBano MyTaHTIiB
modifer of sncl (mos), skl BTpaTHJIU 3aTHICTh
HAKOMUYyBaTH CATILUIOBY KHCIOTY Y BiNOBiAb HA
MIPOHUKHEHHS MMaTOreHy Ta (JOPMYBaHHS CTIHKOCTI.
P03BHUTOK Takoro ()eHOTUITY BU3HAYAETHCS KOMIIO-
Hentamu NPC: MOS3/Nup96, MOS7/Nup88, im-
MOpPTHHAMH 0., Ta 3 ponunu Kapiodepunis [10,11].
Kapiodpepunu € agantepamu Juist iMIIOpTy OUIKIB
tunty NLR, perymotors cmnaiicunr ix MPHK,
Brimto9HO 3 SNCI1. Kommonentu NPC perymioroTh
AKTHBAIII0 CUTHAIBHUX IUIAXIB CAII[MIOBOT KHC-
JIOTH Yepe3 B3aEMOJIIO 3 eMITCHETUYHUMH PeryIisi-
topamu PRC2 (polycomb repressive complex 2),
SIK1 TTOCTA0JFOIOTh BIIMB TPUMETHIIIOBAHHS TiCTO-
ny H3 (H3K27me3) [4].

[Ipoaykr TeHa  aBipyneHTHOCTI  AvrPiz-t
Magnaporthe oryzae (matoreH pucy) 3AaTHUH iH-
rioyBatu HykieonopuH Nup98, sikuii € KOMITOHEH-
toM NPC, cninpHO 3 iMnopruHamu. Pesymsratom
TaKol B3a€EMOJIT € 3HIDKEHHS eKcrpecii TeHiB R.
Jlyis mieHMIi Tex MmoKa3aHo, 110 MOJIEKYIIH IaTo-
TeHy 3JaTHI HEraTMBHO BIUIMBaTH Ha pPOOOTY
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SIIEPHOTO MTOPOBOTO KOMILIEKCY, IO TPU3BOJUTH-
Me 10 3HMXKEHHS 0a3aJlbHOTO PiBHS BPOAXKEHOTO
imyHiTety [12].

Kpiwm simepHOro TpaHCTopTy, perysilis 3aiicHIO-
€ThCs 1 Yepes enireneTHyHi Moaudikarii. Haioimpm
0XapaKTePU30BAHUM IPOIIECOM € METHIIFOBAHHSI, ITiJT
yac AKOro jofaerbess merwibHa rpyna (CH,) 1o
AMIHOKHCJIIOTHHUX 3aJIMIIKIB T1CTOHIB Ta OCHOB
JIHK [13]. Taka moaudikariis KpiM peryJisilii reHiB
CIpHs€e MIATPUMAHHIO CTA0UTBHOCTI TEHOMY depes
OOMEKCHHS PyXy MOOUTbHHX TCHETHYHHX CIIEMEH-
TiB [3,14]. IIpodini METHIIOBAHHS € TUHAMIYHUMHU
Ta (OPMYIOThCS 3aBISIKH METHIIIOBaHHIO de novo,
366pe>KeHH}O IIE€BHUX HiHﬂHOK TCHOMY MCTHUJIbOBA-
HUMH Ta TpoIlecaM JCMETHIIIOBAaHHS. 3MiHA PiBHIB
METHITIOBAaHHA BiJJOYBAa€ThCS MPOTATOM OHTOTCHERY.
MetumtoBantst de novo 3abesneuyetbes JIHK-
metunrpanchepazamu DOMAINS REARRANGED
METHYLTRANSFERASE 2 (DRM2) mig uac
PHK-3anexxnoro IHK-metnmoBanus. [linrpumanns
MEBHHUX PIBHIB METHIIFOBaHHS 3a0€31eUyI0Th XPOMO-
merwiasn 2 ta 3 (CHROMOMETHYLASE 2, 3,
CMT2, CMT3) Ta  wmetwiTpanchepasa 1
(METHYLTRANSFERASE 1, MET1). JJHK-me-
TAnTpancdepasu y CBO Yepry 31iHCHIOTH JeMe-
TWIIOBaHHS, 70 HUX Hanexars Demeter (DME),
Demeter-Like 2 (DML2), 6iok-cyrnpecop caiisieH-
cunry (Repressor of Silencing 1, ROS1). Ilepepa-
XOBaHi OIJIKM OmucaHo s apadimorncucy [15].
VY pesynbTari MeTUIIIOBaHHS MOCIiTOBHOCTEH T'eHiB
JIOCTYITHICTh TPAHCKPHITIIHHUX (AKTOPIB 10 XPO-
MaTuHY 3MiHIOETbCS [14]. MeTunroBaHHS TPaHCIIO-
30HiB (Transposable elements, TEs) BrutnBae Ha eri-
reHeTyHi wMoxaudikauii in  trans. Hampuxnan,
siRNA, sKi TpaHCKpHUOYIOTBCS 3 TETEPOXPOMATHHO-
Bux perioHiB (heterochromatic siRNAs, hc-siRNAs),
YTBOPIOIOTBCS 3 MMOBTOPIB MociinoBHocTel, TE, mo-
CIIIIOBHOCTEH y CTaHi TeTepOXPOMATHHY Ta 3a/isHi
y PHK-cnpsimoBanomy JIHK-metmmoBanHi (RNA-
directed DNA methylation, RADM) rictosniB Ta 1i-
npoBux nociigopuocreit JJHK [3]. 3 TE ta mosro-
PIOBAHUMHU €JIEMEHTaMU MOB’si3aHi JoKycu PRR/
NLR. V pucy reaun PigmR ta PigmsS 3ajisHi B po3-
BUTKY CTIHKOCTI 10 Magnaporthe oryzae. Jlo cknany
MPOMOTOpa reHa PigmS BXOISATH /1B TaHJIEMHI MiHi-
artopui Tpancno3oHn (Miniature Transposable
Elements, MITEs), 3 SkuX MOXyTb YTBOPIOBATHCS
hc-siRNASs Ta ki 371ii{CHIOIOTE KOHTPOJIb €KCIpecii
rena yepe3 RADM [16].

v JACIAKUX BUNAJAKaX MCTUJIFOBAHHSA MOXKE CIIPUATH
aKTHBAIlT eKCrpecii TeHIB Yepe3 3alTydeHHs MoiMe-
pasu 1o 3uMTyBaya xpoMaruHy (chromatin reader).
3uurysadi ricronis SAWADEE HOMEODOMAIN
HOMOLOG 1 (SHHI1) i CLASSY (CLSY) -
nepeadadyBaHi peMojieiiepd XpOMaTHHY, HEeOOXiHi

s acorianii PollV 3 mociigoBHOCTAMH. MeTui-
suntyBad SU(VAR)3-9 romonor 2 (SUVH2) ta
SUVHO cinbro 3 kommiekcom DDR—-DEFECTIVE
IN MERISTEM SILENCING 3 (DMS3),
DEFECTIVE IN RNA-DIRECTED DNA
METHYLATION 1 (DRDI1) ta RNA-DIRECTED
DNA METHYLATION 1 (RDMI1) — HeoOximgHi
s 3amydeHHs PolV ngo xpomartuny. 36upanHsS
DDR perymtoeTbcss KOMIUIEKCOM, SIKUH CTUMYIIIOE
MOYaTOoK 1 MpoXoKeHHst aHadaszu [14].

VY Nicotiana tabacum, Oryza sativa, Cucumis
sativus 3MiHA CTaTyCy METHIIIOBAHHS IOCIITOBHO-
CTel MOXKEe 3MIHIOBAaTHCS Yepe3 MPOHNKHEHHS 1aTo-
reHy. Y nepeniueHux BUAIB Micist B3aeMoii 31 30y/1-
HUKOM TiJABHINYIOTECS piBHI TpaHckpumiii pPHK
Yepes TiMOMEeTHITIOBaHHS rociigoBHocteit [17]. He-
METHIIIOBAHHS TOCITIJOBHOCTEH OITOCEPEIKOBAaHE
JHK-meTunazamu Ta npu3BOAUTH 10 OiIbIIOL J0-
cryndocti JIHK jost  TpaHckpuniiiHuX — Qakro-
piB [13,17]. IIpodini merumosanus JJHK HaBkono
TeHIB CTIHKOCTI mepeOyBaroTh ITiJi TOYHUM KOHTPO-
JIeM, 110 IPOAAEMOHCTPOBAHO Ha apabdigoncuci. Kpim
TOTO, TICHs B3aeMojil 3 maroreHoM Magnaporthe
oryzae y pHUCY ICMETHJIIOBAHHS HE TIOB’S3YIOTh
3 eKCITPECI€r0 TeHa CTINKOCTI Pib, IPOAYKTOM SIKOTO
€ 6inok 3 tomenom NLR. [TocnigoBHICTh MpomMoTOpa
Pib mae metunroBani CG-ocTpiBk. SIKio iHriOyBa-
TH METHJIIOBAHHS S5-a3alUTHIMHOM, TO POCIHHU
BTPauaTUMyTh CTIMKICTh Yepe3 3HWKEHHSI eKcrpecii
Pib [13]. Y pocnijpkeHHSIX MPOLECiB METUITIOBAHHS/
JIEMETHIIFOBAHHS B JIIHIM POCIIMH 3 1HTPOTrpECisIMH
HEMAa€ KOHCCHCYCY CTOCOBHO pOJi METHIFOBAHHSI
B PO3BUTKY CTIHKOCTi. [IOBHOTC€HOMHI JOCITiIKCH-
HSl IpoGiNiB METUIIOBAHHS 0 Ta MiCIs MPOHHK-
HEHHSI TTaTOTeHY, HOTO MPHPOIa, MOKIHBO, J03BO-
JSATh AIMTH 3TOJIM CTOCOBHO 3B’ SI3KY METHJIFOBAHHS
Ta (CHOTUIY POCIIMHHM ITiCJISI KOHTAKTy 3 IaTore-
HOM [13,18]. Buam po3pi3HAIOTECS 1 32 PiBHAMHU
METHIJTFOBAHHS TIOCIIJOBHOCTEH: y pHUCY Yy BiJ-
cotkoBomy cmisBigHomenni CHH, CHG Tta CG
oinpmn MetwiboBaHi (4,7 %, 24,1 % ta 44,5 %,
BIJIMOBIIHO), HIX Y apabigomncucy (1,7 %, 6,7 % Ta
24 %, BinmoBiaHo) [18].

V pasi MeTUITIOBaHHS TICTOHIB JIOIA€THCS METHIIb-
Ha rpyrma Jio aMiHy OUIKIB FCTOHOBUMH METHJITPAHC-
tdepazamu (Histone methyltransferases, HMT).
3BOPOTHUM IIPOIIECOM € NEMETHIIIOBAHHS 3a yda-
cTi ricToHoBUX JemeruntpaHcdepas (Histone
demethyltransferases, HDMT) [13]. MeTutoBaHHs
HE 3aBXKM MOB’A3YI0Th 13 PENPECi€lo TPAaHCKPHUIILII,
Pi3HI KUIBKOCTI JIONAHUX METHJIBHHUX TPYI Ta J0
pI3HUX aMIHOKHCIOTHUX 3aJIMIIKIB TO-Pi3HOMY
BIUIMBAIOTh HA TPAHCKPHIIIiO. TpaHCKPHIIIIHHO
aKTUBHI TeHW MoB’s3aHi 3 rictoHamu H3K4me
(y ricroHy 3-r0 METHJILOBaHUH 4-i 3aJIMIIOK
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mizuny) [19] Ta H3K36me [3]. Nicrorn H3K9me3,
H3K9me2, H3K27me acouitoTh i3 TPaHCKPHIIIIiii-
HO HEaKTUBHUMHM TCHAMH, JUTTHKAMH Te€TepOoXpoMa-
tuny, 3 TE Ta mosropis [19]. [lns 3maxiB BIJIMB METH-
JIFOBAHHS/JIEMETUITIOBAHHSI HA TPAHCKPUIIIIIO TEHIB
pe3ucTeHTHOCTI 10 Bgt He 3HaiaeHo [3,13,19-22].
Y pucy Oinku 3 jgomenoMm Jumonji C (JmjC)
(Jmj701-Jmj720) € KOHCEpBaTMBHUMHM Ji3MHOBUMH
JEMETHIIa3aMH TICTOHIB, SIKUM SIK KOAQKTHBATOp O-
TpibeH HoH (epyMy /UL BUNAJICHHS JBOX YU TPHOX
METHJIBHUX TPYII 13 3aJIMIIKIB JII3UHIB. Y MyTaHTHUX
POCTIHH 3a TeHOM Jm1j 704 criocTepiraroTh MiABUIICH-
Hs piBHIB MeTwiroBaHHS H3K4me?2/3, mo Ha piBHI
OpraHi3aMy NpOSBISIETbCA AK CIPUNHHSTINBICTD 10
30yHMKa OakTepialbHOrO OmiKy Xanthomonas
oryzae pv oryzae (Xoo) [13].

[Ile omuuMm mpormecom Moaudikamii TiCTOHIB
€ alCTUJIFOBaHHAA, Hiﬂ Ygac KO0 A0Ja€ThCA aliluJIbHa
rpyna (COCH,) 3a 10moMOroro riCTOHOBUX aleThI-
Tpancgepas (Histone acetyltransferases, HATS).
Lle#t mporiec OB’ s3aHUH 13 TIEPEXOOM BiJT KOHJICH-
COBAHOTO XPOMATHHY 70 ekcnpecii reHis [19]. Ane-
trroBanHs H3K9ac, H3K27ac cnipusie akTuBarii
excrpecii [3,13]. Ilepexia 10 TpaHCKPHUIMLIKHO aK-
THBHOTO CTaHy IMOB’SI3aHHUN 13 HEUTpaJli3alli€ro 1mo-
3UTHBHOTO 3apsily 3ajJMIIKIB JII3MHY, YHAcHiIOK
YOro 3MEHIIYEThCs (Di3MUHA B3a€MOJIISl MK Hera-
TuBHO 3apsykeHoro JIHK Ta rictonamu, XpoMaTux
CTa€ peJaKCOBaHMM 1 OLIBII TOCTYITHUM JIJISl TPAHC-
KpunuiiHux ¢akTtopiB. Excmpeciss reHa eHoin-
KoA-penyxrasu (Triticum aestivum Enoyl-CoA
Reductase, TaECR) amiorekcarioiHOT MIICHHMII
KOHTPOJFOETHCS TPAHCKPHITIIHHUM (DaKTOPOM 3 po-
nuan MYB — TaEPBM1 (TaECR promoter-binding
MYB transcription factor 1, TaEPBM1) — uepe3
B32€EMOJIII0 3 MPOMOTOPOM Ta AAANTEPHUM OLIKOM
Alteration/Deficiency in Activation 2 (TaADA?2)
BiZIOYBA€THCS 3aTy4eHHS 0 HBOTO ALETUITPaHC-
(epazu TicToHiB 3arasbHOr0 KoHTpoiito TaGCNS5
(General Control Nonderepressible 5, TaGCNS) [21].
[ponykr TaECR 3anissHuil y 010CHHTE31 KyTH-
KYJIIPHOTO BOCKY, SIKHM MOTpPiOHMI 1 3aXUCTy
pociuHM Bij matoreny [21,22]. ¥V pa3si 3aMmoB4YyBaH-
HSl TGHA CIOCTEPIraloTh 3MCHIIECHHS Oi0CHHTE3y
KYTHKYJISIPHOTO BOCKY, OCKIIbKH eHOiI1-KoA-penyk-
Ta3a € mpoBiAHUM (depMeHTOM y OiocuHTe3i [22],
SIK HACJIJIOK TMOIIUPEHHS Ta MPOPOCTAHHS KOHITIT
30ynHuKa OopomrHucToi pocu [23]. B omucanomy
BUIIE BHIAJIKy TOKA3aHO MPOTHIII0 MOIINPEHHIO
Bgt 3aBasixu 610CHHTE3y KyTHKYISIPHOTO BOCKY [22].
OnHak € MpHITYyIIEHHs, 10 aTOTeH 3[aTHHU I10-
CIIYIrOBYBAaTUCA KOMIIOHEHTaAMH KYTHUKYJISIDHOT'O
BOCKY (in Vvitro — JOBTOJIAHITIOTOBI aJIbJICT1IH)
JUIsL iHIIianii NpopoCTaHHS KOHiJAINH Ta PO3BUTKY
anpecopiiB. 3amoBuyBanHa JTaECR Ta TeHa

3-keroarmn-KoA-cunrasu (3-ketoacyl-CoA synthase 6,
TaK(CS6) nepemikomxae po3BUTKy Tpuda [24]. Pe-
ryistopoM TaKCS6 € dhakTop peMOICITIOBaHHS XPO-
maruHy TaCHR729, sxuit gyepes B3aemomito 3 Qak-
topoM TpaHckpunmii 1 tumy bHLH cnpsimorye
ocTraHHii 1o nmpomoTopa TuKCS6. AkTuBaIist TpaHc-
kpuriii 7aKCS6 BinOyBaeThCs 1 Yepe3 TPUMETHITIO-
BaHHa H3K4 B ninsHni mpomoropa [21].

[TpoTHIIeKHUM TIPOLIECOM IO AllCTIIIIOBAHHS € Te-
aneTwIoBaHHsA [25]. BupaneHHs amuibHOI Ipynu
(COCH,) 3 N-KiHII€BHX 3aJIMIIKIB aMiHOKHCIIOT [15],
MepeBaXkHO Ji3uHy [13], omocepenkoBaHe riCTOHOBH-
mu neanerunaszamu (Histone Deacetylases, HDACs)
Ta TricroHOBUMHK aneTtuntpancdepaszamu (Histone
acetyltransferases, HATSs) [25]. 'ictoHOBI JicarieTna-
31 PETYNIOIOTH PO3BUTOK BiAMOBI/I Ha Oi0THYHI CTpe-
ch. Y BUNaAKy apalifonchcy eKcrpecis TeHa
AtHDAI9 3poctae micns B3aeMofii 3 TpuOHUM He-
KpoTpodHUM 30yIHUKOM Alternaria brassicicola ta
(biToropMoHaMH (€THJICHOM, >KACMOHATOM Ta MacMo-
HOBOIO KHCIIOTOIO). Y BHIIAJIKY 3 (DITOTOPMOHAMH CIIO-
CTEpIraroTh METIIO TIO3UTUBHOI PETYIIALII: 301IbIICHHS
kimekocTi AtHDA19 cripusie 3pocTaHHIO eKcrpecii
ERF1 (Ethylene response factor 1, ERFI), TpomyKT
SIKOTO € (haKTOPOM BIJIIIOBI/TI HA €THJICH Ta CIIPUSIE PO3-
BUTKY 3aXHCHOI BIJIITOBIIi HA MAaToreH [26].

['icTOHOBI JIealieTHIIa3u MapajielibHO € 1 HeraTHB-
HUMH PETYISITOPaMH 3aXHCHUX peakuiii no Bgt.
TaHDT701, TaHDA6, TaHOS15 Ta moBroproBanuii
oimox WD40 yTBOPIOIOTH JlealleTUIa3HUH KOMII-
nekc, y skomy TaHDT701 crabinizye B3aeMojio
TaHDAG6 i TaHOS15. HoknayH reHiB jmeareTunias
CIIpHSIE 3POCTAHHIO PE3UCTEHTHOCTI O 30yaHHKA
OOPOIIHUCTOI pocH Yepe3 301bIICHHS alleTHITIOBAH-
HI Ta MCTWIIOBAHHS aMIHOKHCIOTHHX 3aJIHIIKiB
ricroniB [26,27]. Kommiekc Elongator (Elongator
complex) y NIIEHHIT CKJIATAETCSA 3 4 CyOOTUHHIIb
Ta 3aJly4eHUH y mporiecu HabyTTs CTIMKOCTI 10 30y/1-
HUKa Oypoi THWI Rhizoctonia cerealis NUISIXOM TI0-
CUJICHHS aIlCTHIIFOBAHHS TICTOHIB, SIKI acoIlifioBaHi
3 reHaMu pesucteHTHoCTi (Defensin, Chitinase2,
TaPALS, TaAGCI, TaCPK7-D). IlpurnideHHsi exc-
npecii TaELP4 cnipusie pO3BUTKY W TOIIMPEHHIO
R. cerealis uepe3 3MEHIIICHHS PiBHIB alleTUIIOBAHHS
ricTouis [25].

Ha apabinomncuci sk MofeIbHOMY OpraHi3mi 1mo-
Ka3aHo, 1110 ICHYFOTb IMePEXPECHI MOCTTPAHCIIAIIHHI
MoauGikallii ricTOHIB, 10 CIPUsSE TOHKIHN perymsmii
ekcnpecii IboBUX TeHiB. AnermmnoBanns H3K4ac
ta H3K9ac noB’s3y10Th 13 10JjaBaHHAM OJIHI€T Me-
tunbHOI Tpynu A0 H3K4 (H3K4me). Xou anerno-
BaHHS Ta METIJIIOBAHHS MAIOTh IIPOTUIIEKHI €(DEeKTH
Ha EKCIPECit0 TEeHIB, OJHAK peryisiis OaiaHcy
MDK ITUMH B3a€MOJIISIMH MOXE CIPHUSITH O1IbII TOU-
HOMY Iepe0iry ekcrpecii reHiB y pociunu [21].
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OTxe, peryisiiisi eKcrpecii TeHiB 32 paxyHOK
MOCTTPAHCISIIHHUX MOAU(IKAIIH TICTOHIB CIIpUsiE
peryasiii po3BUTKY BIAIMOBIAI Ha MPOHUKHEHHS
30yIHUKIB 3aXBOPIOBaHb 1 Ma€ K MO3UTHBHHIA, TAK
1 HeraTWUBHUH BIUIMB Ha €KCIIPECIO MIJTHOBUX I'CHIB.

Pecynauia cmitikocmi ¢pimozopmonamu

[Ticnst po3nizHaBaHHs MAaTOTEHY Ta MOAAIBIIOTO
PO3BUTKY peakilii Tinep4yTIuBOCTI BiOyBa€eThCs
(hopMyBaHHSI CHCTEMHOI HaOyTOl PE3UCTEHTHOCTI
(Systemic Acquired Resistance, SAR), To0TO imMy-
HITETY 0 IIMPOKOTO CHEKTPa BipyJICHTHUX 30yaHU-
kiB. Po3BuTrok SAR Kopentoe 3 TiJIBHIICHHIM
AKTUBHOCTI MEPOKCUIA3M, eKCIpeciero reHiB SAR,
SIKI KOJAYIOTh OITKM, TIOB’s3aHI 3 MaTOreHE30M
(Pathogenesis-related, PR), 30inbmennsam Bigkma-
nanHs JirHiny [28]. Po3sutok SAR moB’si3aHwmii
31 3MIHOI CHTHAJIbHUX IIISXIB 32 y4yacTi itorop-
MOHIB: CaJIIIMIOBOI Ta )KACMOHOBOI KHCJIOT, €THJIC-
Hy. DITOrOPMOHU MOXKYTh CUHEPTiYHO a00/Ta aHTa-
TOHICTHYHO JIISATH JJIsi PO3BUTKY PEakiii poCIuHH
Ha maroreH a0o iHIII CHTHAIM 3 HaBKOJIHUIIHHOTO
cepenoBumia. CaiuiioBa KHCIOTa MO3UTHBHO pe-
TYJIIO€ 3aXHUCT POCIHHU Bii 610TpOo()HUX MATOTeHIB,
SIKl pO3BHBAIOTHCS B TKAHIMHAX POCIHHU-TOCTIONAPS,
1HKOJTH BiJ] IEBHUX HEKPOTpodHUX nmaroreHiB. Cur-
HaJIbHI IIJISIXK 32 y4acTi €THJICHY Ta JKaCMOHOBOI
KHCJIOTU aKTUBYIOTHCS Y Pa3i MaTOTeHiB-HEKPOTPO-
(1B, KOTpi pyHHYIOTh TKAHWHHU POCIMHHU B MPOIECi
CBOT'O PO3BHUTKY Ta 3aJIy4€Hi y B3a€EMOJIII0 POCIHHU
3 TPaBOIJHUMH IIKITHUKAMH [S].

Pozeumox SAR 3a yuacmi caniyunogoi kuciomu

CaninunoBa kucnora (Salicylic Acid, SA) €
€HJIOTEHHUM METa0OITOM 1 3aisiHa Y (hOopMyBaHH1
SAR y BiAMOBiIs HA MPOHUKHEHHS TMaToreHy [28].
BiocuHTe3 caninmiioBOol KHUCIOTH MOYMHAETHCS
MEPETBOPECHHSAM IIMKUMATy Ha XOpH3Mart, [aii
YTBOpEeHHS SA MoXe HTH yepe3 i30Xxopu3Mmar abo
¢eninnponanoinu. IlepeTBopeHHS XOopuU3MATy
Ha 130XOpU3MaT KaTajli3ye i130XOpH3MaTCHHTAa3a
(Isochorismate synthase, ICS1). ®eninanaHin
amiak-nia3a (Phenylalanine ammonia-lyase, PAL)
MepeTBOpIoe (eHiNaNaHiH Ha {rans-caniluioBy
kucioty [29]. Caxkosuii rpud Ustilago maydis
3MaTHUH TPOTHCTOATH IMYHHUM pEAKIisIM KYKY-
pPyA3H, eNIMIHYIOYH TIOTICPEeTHUKH O010CHHTE3y SA
(xopusmary abo izoxopusmary) [30]. I'enn musxy
PAL mounHarOTh TpaHCKPUOYBAaTHCS TMICIS MPO-
HUKHEHHS 30y/HUKA B TIOTIOH, TOJ1 K T€HU HIIAXY
ICS1 — Hi. B apa6inoncucy € 4 rean PAL, HOKayT
onpasy 4 TEHIB MPHU3BOAMUTH /0O 3MEHIICHHS Oa-
3JIBHOTO PIBHS CalliUIOBOI KUCIOTH a0 75 %,
CKOPOYYETHCSI 1 NMATOTeH-1HAYKOBaHE yTBOPCHHS
caninuiaoBoi kuciaotu Ha 50 % [31].

[lle omHUM NUISIXOM MPOTHIIT € nerpaaamis SA
caminunarrigpokcunasoro Shyl (Salicylate hydro-
xylase 1, Shy1). [IpoaykTn nerpanamii caminuio-
BOT KHCJOTH TPUO BHUKOPUCTOBYE SIK JIKEPEIIO
Bymiento. Excrpecis shyl BinOyBaeTbcs JIHINE
micysl IPOHUKHEHHS Ta MOYaTKy KOJIOHi3awii rpu-
OOM poCIIMHHM, X0ua Jelieis shy! He Ma€e BIUTHBY
Ha BipyneHTHicTh [30].

[Ipouecn OGiocuHTe3y SA y mNpeacTaBHUKIB
Triticeae mano nocnimxero [32,33]. ¥V sumeHto
onucaHo cim reHiB PAL ta oqun ren /CS, po3raino-
BaHNM Ha xpomocomi S5H. 3amosuyBanus I/CS
CIpHUsi€ PO3BUTKY PE3UCTEHTHOCTI a0 Fusarium
graminearum (30yaHuK (y3apiosdy), IpH LbOMY
CIOCTEPITraloTh 3aTPUMKY pOCTy B pociuH. Caii-
JNeHCUHT abo Hazaekcnpeciss PAL He BIUIMBaE
Ha picT 1 cTikKicTh. ['ern PAL Ta ICS ineHTH(IKO-
BaHi B pHCY, SUMEHIO Ta Brachypodium i € BUCOKO-
KOHCEPBATUBHUMH, iXHI NMPOAYKTH B IIHX BHJIB
romonoriuni Ha 90 % [33]. Exkcnpecisa ICS] nepe-
OyBae Ii1 KOHTPOJIEM KallbMOJTYJIiH-3B’3yBajbHO-
ro 6inka CBPg60 (calmodulin-binding protein
60-like g) Ta SARD1 (SAR-deficient 1, SARDI1),
Kl € TPaHCKPUMNIIHMMHU (akTopaMu Ta 3AaTHI
3B’s3yBaTH 3 TPOMOTOpPOM reHa [29].

Cunre3oBaHa SA B pe3ynbTaTi HPOHMKHEHHS
30yIHHKA TICPETBOPIOETHCS HA METHJICAIIMIIAT i1
niero meruntpancdepasu (SA-methyl transferase,
SAMT). Metuncaminuiar TupyHIye B [IATOILIA3MY,
Jic 3HOBY CTa€ CAJIIMIOBOIO KHUCIIOTOIO Uepe3 ecTe-
pasny aktuBHicTh SABP2 (SA-binding protein 2,
SABP2). IToctynoBo piBeHb SA y nuToruiasmi 3po-
CTa€, YHACHIJIOK 4YOTrO0 PYHHYEThCS OJIrOMEpHHI
NPR1 (Nonexpresser of Pathogenesis-Related
protein 1, NPR1) Ta yTBOpIOIOTECS MOHOMEPH,
AKi MITpyIoTh y siapo. Bucoki piBHI SA cripuuuHs-
I0Th OKHCHO-BIJTHOBHI 3MiHH, SIK HACNIJIOK Tiope-
qokcunu (TRXh3 ta TRX-hS) 3natHi BiqHOBIIOBATH
MDKMOJICKYJISIpHI TUCYIIb(DITHI 3B’ A3KH MK 3aJIHIII-
kamu 1ucteiny y NPR, 3a3Buuaif mixk 156 3anmmka-
MU B pisHuX NPR, 1110 1 BUKITUKa€e YTBOPEHHSI MOHO-
mepiB [29,34,35]. Monomepu NPR1 akTuByioTh
EKCIIPECIio IeHiB CTIHKOCTI, IHIyKOBaHUX SA (puc. 1)
[31], yuepe3 3B’sizyBanHs NPR1 3 TGA (TGACG-
binding factor) mux renis [29,34]. Tomonoramu
NPRI € cniBpenentopu caminunoBoi kucnotd NPR3
1 NPR4, sixi miroth sik Outku-agantopu Jjirazu CUL3
B OMNOCEpPEAKOBaHii mpoTeacoMamMu  Jierpajarii
NPR1. 3a nuspkux koHrenrpamiii SA NPR4 B3ae-
mogie 3 NPR1, mo crpusie aerpaaaiiii 0ocTaHHOTO
Ta 3arobirae mepeaYacHii akTHUBALii TPaHCKPHITIIT
TeHiB 3a BijicyTHOCTI SA. Y pa3i miBUIICHOT KiJlb-
KOCTI CaJIIMIOBOI KHCJIOTH CIOCTEPIralTh MOJIeT-
mieHe 3B’ s3yBanHs NPR1 ta NPR3, mo tex crpuse
nerpanarii NPR1, mio aktuBye amonto3. NPRI1
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€ HETaTHBHUM PETYISTOPOM 3alporpaMOBaHOI KITi-
TUHHOI CMepTi. 3a MPOMDKHOI KOHIEHTpamnii SA —
NPR1 Hakoma4yroThCs, 10 /1a€ 3MOTY PETyIIOBaTH
SA-4yTnuBi reHu 3axucty [34].

Oxncro-BIQROBHI 3MiHN

NPR1 NPR1

NPR1 NPR1

TRX

KJIITHHHOI CTiHKH BiJOyBaeThcs depe3 P-CeHJi-
BiU-TOMEH, SIKHH TaKOXX HAa3WBalOTh MOIYJICM
3B’s3yBaHHs BYIJICBOMIB 13 poauHu 63 (family-63
carbohydrate binding module, CBM63). [lomen

P —
- -

N,

\~~s ﬂnpo /t'

- -
- -
-

Puc. 1. Axruanii excripecii SA-uymiuBuX reHis [34]

VY saapi NPR1 micng aktuBamii TpaHCKpHIILi
(hochOopHITIOETECSI  KOMILICKCOM  iHimiamii TpaHc-
kpumnii, micast voro NPR1 3a3nae yOikBiTHHYBaHHS
mirazoro Cullin3 (CUL3) E3, micns yoro 3a3Hae Jie-
rpagamii B mpoteacomi 26S [29,30,34,36]. Jliraza
posmizHae NPR1 3aBnsku dochopuiboBanum 3a-
nuikam cepuny Serll Ta Serl5 [29,34]. 3a BigcyT-
HOCTI CaJIIIIWIOBOT KUCIIOTH a00 32 HU3bKUX PIBHIB
NPR nepeOyBaroTh y cTaHi 0J1irOMepHOr0 KOMILJIEK-
cy. B inTakTHEX ximituHax NPR1 docdopunbsopa-
Huit 3a 55 Ta 59 3anumkamu cepuny [29].

AyKCHHY, HaBIAKH, CHOPHUSIIOTH PO3BUTKY IaToO-
reHiB, Xanthomonas oryzae pv. oryzae, HalpuKIa,
Ma€ OUTbII CHPUHHATINBI YMOBH ISl PO3BUTKY,
SIKIIO pUC TepedyBae MiJ BIUIMBOM EK30T€HHOI
inpominonroBoi kuciaotH (I0K). IOK aktuBye yTBO-
peHHsT OINKIB eKCHaHCHHIB KJIITHMHHOI CTIiHKH,
SIK HACJIIJIOK BOHA CTAa€ OUIBII IMyXKOK Ta MEHIIE
MEPELIKOKAE IIPOHUKHEHHIO I1aTOreHy. AyKCUHU
TAaKOXX 3JaTHI BIUIMBATH HA CUTHAJIBHI KAaCKaIu
iHmmx ropmoHiB abo PTI [5]. Excnmancuuu —
e OUTKM KJIITHHHOI CTIHKH, SIKi MatoTh (hopMy TOp-
neqn Ta cknagaroThes 3 250-300 aMiHOKHCIIOT,
00’eHaHMX y JBa JoMeHu: N-kinnesuid (double-psi
beta-barrel, DPBB) y dopmi -00uku, sxuii MiiasHO
yrnakoBaHuid opyd i3 C-KiHIIEBUM JTOMEHOM, KM
Mae P-cennpiu-cknanky [37]. Bonu karamizyroTb
PO3IIEIUICHHS] BOAHEBHX 3B’SI3KIB MIXK IIEITFOJIO3010
Ta IIiKaHaMH, SIKi i MOMEepeYHo 3MMBaIOTh. Taka
AKTUBHICTB MOpyye (hOpMyBaHHS KIITHHHOT CTiH-
k1 | Tumy depes BiACYTHICTh 3LIMBOK MK MOJIEKY-
JIaMH TIeITI0NI03H, remMinernrono3n GAX Ta B-roka-
HIB y KkimiTuHHIM criHmi Il Ttumy Tpa’sHHCTHX
pociuH [38 p. 95-6]. Bzaemois 3 momicaxapuaamu

DPBB cTpykTypHO MOB’S3aHMI i3 TIKO3UATIAPO-
na3oro ponunu 45 (Glycoside Hydrolase Family 45,
GH45), ne3Baxarwun Ha TaKy MOJIOHICTh, €Kc-
MaHCHHH He MarTh B1,4-TIF0KaHA3HOT aKTUBHOC-
Ti, Ha BinMiny Big GH45 [37]. Cnouarky BinOyBa-
€ThCS PO3MYIIYBaHHS KIITHHHOI CTIHKH, SK
HACIiJIOK BOHA CTa€ OUIBII pelaKCOBaHO, Micis
4OTO CJIIIYE POIIEC MOJEKYJISIPHOT «TTOB3Y4OCTI»
(molecular ‘creep’): MikpohiOpuIN HETIOT03U Ta
noJricaxapujiy, skl yTPpUMYIOTh MiKpo(iOpuiu,
BIJIOKPEMITIOIOTHCA 1 KIIITUHHA CTiHKA cTae O1IbII
posnynieHoro [39]. PesucrteHnTHicTh MOXe (op-
MyBaTHCs uepe3 OJIOKyBaHHS Nepefadi CUTHAIIB
3a yuacti IOK. I'en pucy OsNPR 1 peryitoe oaHo-
YaCHO PICT POCHMH 1 OJIOKy€e Mepefady CUTHAIIB
3a y4acTi ayKCUHIB, SIK HACIIIOK POCIHHH OyIyTh
PE3UCTEHTHUMH, ajJie MEHIIIOTO po3Mipy. € nyMKa,
IO IepeBara BiAIaeThCsl 3aXUCHUM PEAKIlisIM T10-
piBHSHO 3 pocToM pociuuu. [Ipoaykr reHa pucy
Gretchen Hagen 3 (GH3s), TIiKo3WATiapoiiasza
perymntoe MoanQiKaIlito KJIITHHHOT CTIHKH Ta picT
pociaun [40], mnepemkomkae Jii  caliMIOBOT
Ta >KaCMOHOBOI KHCIJIOT 4Yepe3 X KOH Ioraiilo
3 IOK [41].

OTxe, caminuIoBa KUCIOTA € ITIO3UTUBHUM pETy-
JISITOPOM BIJIMOB1JII HA MPOHUKHEHHSI ITaTOTCHY.

Po3zeumox cmiiikocmi 0o Bgt 3a60saku sncacmo-
Hogill Kuciomi

YKacmonoBa kucnora (Jasmonic acid, JA) cun-
TE3YETHCS 3 JIHOICHOBOI KUCIOTH Ta € OKCUIIIMIHO-
BUM TopMOHOM [42]. VYV miieHuIl 11eHTH(IKOBAaHO
14 reniB JAZ [43], npOoAyKTaMU SIKHX € PEIPECOPHi
oimkn  JASMONATE-ZIM DOMAIN (JAZ),
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SIKI TaKOXK € criBperentopamu JA Ta ii MoxigHuX.
JAZ nuieHunni MaroTh BUCOKY MOAIOHICTH 10 OiJIKiB
Ae. tauschii, Brachypodium distachyon, Oryza
sativa [44] Ta nitoTh sik TD 115 reHiB, SKi pearyiorhb
Ha )KaCMOHOBY KHCJIOTY, 3/1aTHI 1HriOyBaty iHmm Td
3a BiJicyTHOCTI JA.

3a MPUCYTHOCTI )acMOHOBOT KucioTH TaJAZ
B3a€MOJIIOTh 13 KOMIIOHEGHTOM pO3Ii3HABaHHS
yoikBiTuH-1irazu E3 (SCFCOI1) CORONATINE
INSENSITIVE 1 (COIl). Iicns B3aemogmii Bifg0y-
BaeThcsl yOikBiTUHYBaHHS TaJAZ Ta nmerpanaiis
B mpoteacomi 26S [45]. OgHUM 13 KOMIIOHEHTIB
JAZ € motuB Jas, 0e3 SKOTO IiJBHINEHA KOHIIEH-
Tpauis TaJAZ1 cnpuse aktuBanii ekcrpecii reHis
pe3ucTeHTHOCTI Ta HakommueHHo ADK, o ¢op-
MyBaTUMe CTIHKICTh 10 GopomHucToi pocu. B in-
TakTHOMY cTaHi cmiBpernpecop TaNINJA (Novel
Interactor of JAZ, NINJA) 3a nonomororw C-kiH-
s 3B’sA3y€ TPAHCKPHIIIIHHUNA  CIIBpENnpecop
TaTPL (TOPLESS, TPL) i3 TpaHCKpUIIiHIM
penipecopom TaJAZ1, mo6 HPUTHITHUTH TpaHC-
Kpunuiitny aktuBHicTs TaMYC4. Ilicng mpoHUK-
HeHHs1 iatoreny TaJAZ 1 3a3Hae aerpajartii, sk Hacli-
JoK 13 TaMYC4 yTBOPIOIOTECS TPOTYKTU-PETYIISITOPH
reHiB pesucteHTHOCTI TaPRs (Pathogen resistance)

(puc. 2) [43].

>KacmMmoHoBa
KI/IC|J10Ta

1
—_

TaNINJA

TaTPL

TaPRs

|

Crinkicte go Bgt

Puc. 2. PO3BUTOK 3aXUCHUX peaKIiit
3a y4JacTi )KaCMOHOBOI KUCIIOTH y BiATIOBiab
Ha TIPOHMKHEHHsI Bgt [43 31 3MmiHamu]|

PesucrentHicTh 10 Bgt 3a yuacti JA hopmyeTh-
csl 3aBmIkM OinmkaM JAZ, sKi € perymsTopamMu
JA-4yTIUBUX TE€HIB CTIHKOCTI.

Emunen i pezynayisa 3axucmy 6io Bgt

Etunen (Ethylene, ET) € razonomioaum ropmo-
HOM, SIKH{ CHHTE3YEThCS 3 METIOHIHY B ITUKJI STHTa
(Yang cycle). 1-aminonukionpomnas-1-kap6oHOBOT
kuciotn  cuHTaza  (l-aminocyclopropane-1-
carboxylic acid, ACC) nepeTBopioe S-aieHO3U-
MeTioHiH Ha ACC [46]. ITicis 6GioCUHTE3y eTHIICH
B3aemoxie 3 peuentopamu ETR1 (ETHYLENE
RESISTANT 1, ETR1), po3ramoBanumMu B €HJ0-
IIa3MaTHYHOMY PETHKYIyMi, SIKi € HeraTUBHUMHU
perysITOpaMi CHTHAIBFHOTO NUIIXy 3a yuacti ET.
[Ticns B3aemonii ETR1 nedocdopunroerbes uepes
IHaKTHBAIllF0 acomiioBaHoi 3 pernentopom Raf-
nofionoi  kinasm CONSTITUTIVE TRIPLE
RESPONSE 1 (CTR1) (puc. 3). [licns gedocdo-
putoBanHs EIN2 BuBinbHsI€ThCS C-TepMiHANbHUN
nomeH (C-terminal domain, CEND), 3patauii npo-
HUKaTu B A71po Ta nepenasatu curHan TO EIN3,
KU € aKTUBATOPOM EKCIpecii eTHICH-3aJIeKHIX
rediB, Hanpuknana, FETHYLENE RESPONSE
FACTOR 1 (ERFI) [29] ta OCTADECANOID-
RESPONSIVE  ARABIDOPSIS AP2/ERF 59
(ORA59) [47]. ERFI (iHmie moO3HAYeHHS —
APETALA 2 / Ethylene-responsive element binding
factor, AP2/ERF) xonye OiKH 3 POJWHU TpPaHC-
KpUMNIIHHUX (AaKTOPiB, 3aMisHI B peryismii Bif-
noBigi Ha OloTMYHI Ta a0iOTHMYHI YWHHUKHA
y Haynaldia villosa (VV, 2n = 14). ERFI-V cno-
gaTKy OyB 1JICHTH()IKOBAaHUU SK MO3UTHBHUH pe-
TYJIATOP CTIMKOCTI 10 Bgt, Mi3HilIE BCTAHOBICHO,
0 HOTO eKCIpecis 1HAYKYETHCS MOCYXOIO, CO-
JBOBUM 1 XOJIOOBUM CTpPECaMU Ta 3aJIeKUTh
Biji ropMoHiB. ETmieHn Ta a0cCIiu3oBa KHCIIOTa
€ TO3UTUBHUMHU PErYyIATOpPaMH, CaIIHIOBA
Ta XKaCMOHOBAa KHUCIOTH 3HIDKYIOTH EKCIIPECifo.
J1s mmeHuIi M’ sIKoi TaKOXK CIOCTePiraeThes mo-
3UTUBHUU BITUB ERF[-V Ha pO3BUTOK CTIHKOCTI
JI0 TepepaxoBaHUX BUIE O10TUYHUX Ta abiOTHY-
HUX YMHHUKIB [48]. Perymnsiis reHis, po3ramopa-
HUX HUXKYE B CUTHAJIBHOMY KacKaji, 3a JOMOMO-
roro ERF BinOyBaeThcs depe3 3B’ SI3yBaHHS
3 nocaigoBHicTIO (AGCCGCC) ta/abo DRE/CRT
(A/GCCGAC) y pinsgHIi mMpoMoTOpa IiJTbOBHUX
reHiB [47,48]. Kpim toro, ET crabinizye EIN3
gyepes nepemkopkanns Aii F-box 6Oinkie (EIN3
BINDING F-BOX PROTEIN 1 (EBF1) Ta EBF2),
sKi crpsmoBytoTh EIN3 Ha mpoTteacomHy nerpa-
naniro 3a BiacytHocti ET. IIposiBom HeraTuBHOI
perymsuii € pernpecis tpancnsanii MPHK EBF1/2
gyepe3 3B s3yBaHHs C-kinmst EIN2 3 3'UTR 11 mo-
ciigoBHOCTI [29].
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Puc. 3. Perynsiuis exkcripecii eTHIeH-1yTIINBHX reHiB [29]

ET € mo3suTuBHUM peryasiTopoM (hopMyBaHHS
3aXUCTy BiJI ATOTEHIB 13 3anmydeHHsM TD ponuHu
MYB. V Triticum urartu inentudixoBano TuACO3
ta TuMYB46L. Tlponyktom TuACO3 € okcumasza
ACO 1-aMiHOIMKIIOTPOTIaH- | -kapOOHOBOT KUCIOTH
(1-aminocyclopropane-1-carboxylic acid (ACC)
oxidase, ACO), sixa cripusie 6iocunresy ET. Indixo-
BaHi pociuHU 1. urartu MarTh TiIBUIICHAN PIBSHb
excrpecii TuACO3 Ta, BIANOBIJHO, TWiJBHIICHY
koHneHTpanito ACO. HeraTHBHUM peryisiTopoM
TuACO3 ¢ T® TuMYBA46L, sxuii 3B’a3yeTbcs
3 TMIPOMOTOPHOIO JIJISIHKOIO reHa. [licis B3aemonii
pocnunu 3 Bgt excrpecis TuMYB46L 3MeHITy€eThb-
ca, mo no3somnsie akruBaiii TuACO3. BBaxkarors,
mo TuACO3 ta TuMYB46L € reHHUM MOZYJEM,
SIKUA PETryIoe OlOCHHTE3 eTwieHy. [eHHuM Mo-
JyJIeM Ha3MBalOTh CYKYIHICTh T'€HIB, sIKi CIiBEKC-
MPECYIOTHCS Ta MAKOTh CIIIbHUNA HaOip T ms ix-
Heoi perymsuii [49]. ¥ T wrartu BHU3 3a Tedi€ro
BiHOCHO TuACO3-TuMYB46L cTOATH T'€HU XITUHA3:
TuGI1812G0300003072, TuGI1812G0200004054,
TuGI1812G0200004053, TuG1812G0100002418 [50].
XiTHHA3¥ 32 XIMIYHOK MPHUPOOI0 € TITFOKAHTiAPO-
Ja3aMH Ta 3IHCHIOITH TiAPONi3 XiTUHY (mmosti-N-
anetmi-D-rimoko30-2-aminy) [51] 3 yTBOpeHHIM
HU3BKOMOJIEKYJISIpHUX N-alleTHIITTIOKO3aMiHIB 1 Xi-
TooJlirocaxapuiiB [52], sSKi MPOTUMIIIOTh TPUOHUM
maroreHaM. [ eHH XiTHHA3 MOXYTh €KCIIPECYBATHCS
SIK 1HAYKOBAaHO, TaK 1 KOHCTUTYTHBHO i/l Yac HOP-
MaJIFHOTO PO3BUTKY pOCHHH. [limBUICHHS piBHS
eKcIIpecii CriocTepiraloTh Mija yac abioOTHYHUX CTpe-
ciB (IMOCyXH, 3a0pyIHECHHS IPYHTY METaJIaMH Ta 1H.)
[51], indikyBanHst Bgt, 30i7bIICHHS KUIBKOCTI

€HJIOTCHHOTO eTHJIEHY YU OOpOOKH EK30TCHHHM.
V pasi inriOyBanus excnpecii TuMYB46L renu Xi-
THHA3W CKCIPECYIOThCS, TOOTO TEHHUH MOIYIb
TuACO3-TuMYB46L € HeTaTUBHUM PETYISITOPOM
4 reniB xiTuHa3 [50].

VY T urartu reannii mongyns TuACO3-TuMYB46L
€ PerynaTopoM OI0OCHHTE3y €THJICHY Ta aKTUBHOCTI
TCHIB XITHHA3 SIK OJHUX 13 YHWHHUKIB 3aXHCTY
Bij rpuOHuUX martoreHiB. EITP-acorifioBani penen-
topu ETR1 31iiiCHIOIOTH peryJsilito ekcrpecii reHiB
CTIMKOCTI 4O O10TMYHUX Ta a010THYHUX YUHHUKIB.

Ilepexpecni  63aemo0ii  midxyce
0J151 MOHKOT pezynauyii yiibosux 2eHie

AHTaroHicTHYHI a00 CHHEpPriuHI IepexpecHi
3B’SI3KM Il Yac B3a€MOMil 3 MAaTOrCHAMH IaroTh
3MOI'y IIBUIKO Ta 3 MEHIIUMHU CHEPIeTHIHUMHU 3a-
Tpatamu (GopMyBaTH BiAMoBiab. [Ipukmamym Takux
B3a€MOIiH J1st BIUTMBY Ha cTikikicTs — JA-ET, JA-SA
[29,53]. )KacMoHOBa KHCJIOTa Ta CTHIICH € TIO3UTHB-
HUMH PETyIATOpaMH CTIMKOCTi, SIK OKpEMo, TaK i
CKOOPJIMHOBAHO, 710 HEKPOTPO(GHUX TPHOIB (HATPH-
Knan, Botrytis cinerea), remibiorpodHux (Bipolaris
sorokiniana, Fusarium oxysporum f. sp. lycopersici)
Ta OioTpodHuX maroreHiB (Pseudomonas syringae,
Blumeria graminis) [53]. MyTtaHTHI pociuHu apa0i-
JOTICUCY 3 TMOPYUICHMMH CHUTHAIBHUME IUISIXaMU
STIJICHY Ta )KACMOHOBOI KHCIIOTH MAIOTh ITiIBUIICHY
YyTIUBICTh IO HEKPOTPO(HOTrO MatoreHy Botrytis
cinerea, OfHaK He 710 010TpoQiB. 3apaskeHHS POCIHH
natoreHoM P. syringae 3amyckae SA-onocepenkona-
HY 3aXHCHY PEaKIilo, M0 MPU3BOMUTE 10 3HAYHOTO
3HW)KEHHSI ~ CTIHKOCTI 10 HEKpoTpodiB uepes

20pmMoHamu
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MpUTHIYEeHHST curHabHOTO mutsixy ET/JA [29]. bio-
Tpo¢Hi rpuOHi MaToreHu 6epyTh MOXKUBHI PEUOBH-
HU 3 )KUBHX KIIITHH TOCIIOAAPsI, HEKPOTpOQHI BOWBa-
I0Th KJITHHH, II00 OTPUMATH TOXKHBHI PEUOBHUHHU,
reMi0ioTpo(HI CIIOYATKY JKUBIIATHCS 32 PaXyHOK Me-
Ta0OMITIB POCIMHU-TOCIIOAAPS, & MOTIM CIIPUYNHS-
FOTh CMEPTh YPKECHHUX KIIITHH. YCIIIIHOK Mporpa-
MOIO 3aXHUCTY Bi MoMIMpeHHs 6ioTpoda € anonTos
KJTITHH HaBKOJIO MIcCIIs iH(eKIIiT, TOOTO PO3BUBAETHCS
peakiist rinepaymuBocti [54]. Jlns 6inbinocti 6io-
TpoGiB 1 TeMibioTpodiB BiAOyBa€ThCS B3aEMOJIS
MK POCIIMHOIO Ta MAaTOreHOM 3a MOJEIUIIO TeH-Ha-
T'eH, TOOTO POCIIMHA Ma€ JIOMIHAHTHHU TeH CTIHKOCTI,
JI0 IIPOJIYKTY SIKOTO B TIaTOT€HY € KOMIUIEMEHTApHUI
eeKTop, KOJOBaHWN T'eHOM aBipyJeHTHOCTI [38
p- 985-9]. Ilixg yac NMPOHUKHEHHS MAaTOreHy B poOC-
JIMHHI KITITHHA eexTopu OioTpodis i remiGioTpodis
4epe3 B3aEMOJII0 3 peLenTOpaMH KIIITHH-TOCTIOAaps
(manpukinaa, LRR) BUKINKAOTH peakiliro TinepuyT-
JIMBOCTI, TIPU I[bOMY OOMEXKYETHCS PICT MATOTEHY,
aJyie BiH 3JIaTHUIl BUKOPHCTOBYBaTH MPOJYKTH 0io-
CHHTE3y POCIMHM JUISi CBOTO iCHyBaHHS. [IpoHuK-
HEHHS TaKWX IATOTEHIB Y POCIMHY 32 JIOIIOMOTOO
raycTopiii He4acTo BHUKIIMKA€e O10CHHTE3 1HT10iTOpiB
710 (pepMEeHTIB rprda, Ha BIIMIHY BiJl HEKPOTPO(HUX
naroreHis [54]. Edexropu HekpoTrpopHUX rpudis
AKTUBYIOTh IMYHHY BIAIOBI/(b, BUKIIMKAHY €(EKTO-
poM, uepes OLIOK Pe3UCTEHTHOCTI, YHACIIIOK Y0TO
BHHHUKA€ PEAKI[s TIMepYyTIIMBOCTI Ta KJIITHHHA
CMEpTh, 10 i MOTPiIOHO HEKPOTpodaM AT KHUB-
JCHHS Ta PO3IMOBCIOIKCHHA. [lpuKimamom Takoro
edekropa € IHUKIIYHUN TEeNTU] BIKTOPUH, KUK
cekpetyeTbest maroreHoM Cochliobolus victoriae,
BiJMOBiabHUM 3a (itodropo3 y BiBca (ipxka /
wisMy Biktopii) Ta iHmmx 3nakis. [1posB 3axBopro-
BaHHS CIOCTEPIraroTh JIMIIEC B POCIHH, SKi MarOTh
TeH CTiHKOCTI Pc2, SIKWA TIOB’SI3YIOTh 31 CTIHKICTIO
1o Oiorpoduoro rpuba Puccinia coronate. I'enom
pesucrentHocTi 0 C. victoriae BBaXarTh Vb, oflHAK

Vb Ta Pc2 € omHAM 1 THM caMuM reHom. B apa0i-
JoTicucy 9yTnuBicTb 10 C. victoriae omocepeaKoBa-
Ha NBS-LRR R LOCUS ORCHESTRATING
VICTORIN EFFECTS1 (LOV1). 3a BiacytHOCTI
LOV1 BikTOpHH 31aTHHU 1HTIOyBaTH TOB’S3aHHUN
13 3axucToM Tiopenokcud TRX-hS, mo nmpusBoauTh
JI0 BHHUKHEHHS CHMIITOMIB 1HQeEKIIi, aie He
no xBopoOu. 3a HasBHOCTI LOV1 BiH 3B’s13y€eThCs
3 TRX-hS5, 1110 BUKJIHKa€e 3MiHY OKHCHO-BiTHOBHOTO
CTaHy KJIITHHH, SIK HACTIJJOK PO3BUBAETHCS PEAKIIis
TINepYyTAMBOCTI Ta 3alporpaMoBaHa KIITHHHA
cMepTh [55,56].

Jlo mepexpecHuX B3aEMOIIA MiX ETHICHOM
1 )KaCMOHOBOIO KHCIOTOI0 3aimydeni EIN3, iioro ro-
mosor EIL1 (EIN3-like 1, EIL1) (curHanpHHA
nusix ET) ta JAZs-MYC2 3 kackaay *KacMOHOBOT
kucnotu (puc. 4). Ex3orenna JA nmpu3BonuTs /10 Jie-
rpananii JAZ, npu npomy BuBLIBHSETHCSI MYC2
Ta PEryJIIOE TeHU CTIHKOCTI 10 POCIMHOITHIX KOMaX
(ORAS5Y/ERF1 Ta VSP2). Kpim Toro, JAZ 6e3noce-
penHbo B3aemoiroTh 3 EIL2/EIN3, mio iHridye ak-
TUBHICTh 000X OinkiB, ane aktuBye ORAS9/ERFI,
pO3TaIIoBaHI BHH3 3a TEUI€r0, UL SKUX € PLANT
DEFENSIN 1.2 (PDF1.2) [57], TeH OCHOBHOI XiTH-
Ha3u (BASIC CHITINASE, ChiB), AGMATINE
COUMARYL TRANSFERASE (ACT) [58], skuit
Konye (epMeHT CHUHTE3y aMifiB T1IPOKCHKOPHY-
Hoi kucinotu (hydroxycinnamic acid amides,
HCAASs) [59]. ERF1 1 ORAS9 3B’s3y10ThCsl 3 T10-
cmposrictTio GCC y mpomotopi PDFI1.2 [53].
MYC2 Ta EIN3 Takox (pi3uIHO B3a€EMOIIIOTH 1 TPH-
THIYYFOTh aKTHBHICTh OJIMH OJIHOTO JIJISi KOOPIUHA-
Iii 3aXUCHUX pPeakilii Ta PO3BHTKY pociuHU [58].
VYV pesynbrari pociuHa (OpMye 3axXUCHI peakiii
MIPOTH HEKPOTPOPHHUX 1 TeMiOioTpoHUX Tmarore-
HiB [57]. Onucani moxuii xapakTepHi Uit apadion-
CHCY, SIKHH € MBomoinbHHUM. Ilin gac BUBYEHHS 3a-
XHCHUX peakiliii MoTpiOHO BpaxoByBaTH MPHPOILY
30yIHMKA Ta BUA poCiarHH [53].

XacmoHoBa
Kucnora

- —] - ——3p» PDF1.2
Tl

- _| MYC2

3axucr Big
HeKpoTpodHuX /
remiGiorpochHux
naroreHis

Puc. 4. [TepexpecHi 3B’s13ku Mixk (hiToropmoHamu [57 31 3MiHaMH]
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V unajiky JA ta SA eheKTH IepeBaXKHO aHTaro-
HicTHuHi, TOOTO BiOyBaeThcsl ONOKyBaHHS OiOCHH-
Te3y / aKTHBHOCTI OJIMH OJTHOTO, ITPOTE TaKa B3a€MO-
Jist 1HAYKY€E CTIHKICTh 0 a0iOTMYHUX 1 OI0TUYHHUX
YUHHUKIB. SIK 1 111 €TUJICHY Ta )KaCMOHOBOT KHC-
noty, BBy SA-JA 3aznatore MYC2, PDF 1.2
(plant defensin 1.2), TGA, MAPK, WRKY62, NPRI,
WRKY70, ERF1, GRX480, ORA59 (octadecanoid-
responsive Arabidopsis, AP2/ERF 59) ta JAZ [60].
MPK4 € n03UTUBHUM PETYIISITOPOM POCIUHO-CIELU-
¢iuroro myrapenokcuny GRX480 (inmn HazBu —
ROXY 19 ta GRXC9) apabimorncucy B CHTHATBHOMY
NUISIXYy CAJIIWIOBOT KHCIIOTH Ta MOXE OJOKYBaTH
TGA-onocepeaKoBaHy €KCIPECit0 TeHIB BiAINOBiI
Ha JA, nanpuknang ORAS59 [57], BomHOYAC € HETaTHUB-
HUM peryiastopom MYC2  (curHagbHMM — IUISIX
JA) [29,57,60], sxuii HEOOXiTHWH IS peryJsiii
JA-uytnuBux rteniB — PDFI1.2 ta THI2.1 [35,57].
Tpauckpurtist GRX480 € SA-iHIyKOBaHOKO Ta BHMa-
rae NPR1 3 curHajapHOTO HUISIXY CATIIIIOBOT KHCIIO-
TH [35], MPOIYKT reHa € OKUCHO-BITHOBHUM (DepMeH-
TOM, MOHOMEPHU SIKOTO TPAHCIOPTYIOTHCS B SIIAPO
Ta Qi3UIHO B3aeMOIOTh 3 TGA, KOTpi MOITYITIOOTH
eKcrpecito  TeHiB  crikikocti [29,57,60]. GRX480
ta TGA — 116 TpaHCKpUIIIiiHI GakTopH, sKi 3B’ s3y-
totecsi 3 GCC-00kcoM 1inboBHX reHiB. Ilicns 00-
POOKHM POCIIHH TIONIEPETHUKOM O10CHHTE3y ETHIICHY
1-aMiHOLIMKIIONPOMNAH-1-KapOOHOBOIO  KHCIOTOO
(1-aminocyclopropane-1-carboxylic acid, ACC) crio-
CTEpIraloTh AKTUBALIIO T€HIB, PaHillle MPUTHIUYCHHX
SA 3a ponomororo TGA. 3a nassaocri ACC, GCC-
6oxc posmiznatote APETALA2/ETHYLENE (AP2/
ERF). Hait6inpme SA npurniaye ORAS9 i ERF96
cepen omuHanstH AP2/ERF. ORAS9 BBaxkaroTh ro-
JIOBHUM PETyISITOPOM 3aXHCTy 3a TIEPEXPECHHX B3ae-
moniii JA ta ET, ockinbku npomotop ORA59 mae cailT
3B’si3yBaHHs TGA xiacy 11 [61]. ExTomiuna excrnipecis
GRX480 npurniuye ingykoBany ET/JA ekcmpecito
ORA59 i PDFI.2 (cHTHATGHHN NUIIX KaCMOHOBOT
KUCIIOTH) 3a5exHO Bij Triry TGA [29].

106 GmokyBaTh 0I0CHHTE3 1 HAKOTIMYEHHS Ca-
JUIOBOT KUCIOTH, JA MOIYNIOE B3aEMOJII0 MiX
MYC2 Ta poOmMHOK TPAHCKPHIIIIHHUX (HaKTOPiB
NAC (ANACO019, ANACO055 i ANACO072) [61],
iHIa Hassa — Oinku 3 nomeHamu NAC. I'enu OinkiB
NAC inentudixoBani B apabifoncucy, Tomnom 6aib-
3amiuHOi (Populus trichocarpa L.), coi (Glycine
max L.) Ta pucy, KOAyroTh OiTKM 3 BUCOKOKOHCEpBa-
tuBHUM N-kinnesuM JIHK-3B’53yBasibHUM IOMEHOM
1 BapiabenbHUM C-KiHIIEBUM JIOMEHOM, SIKUH BiATO-
Bijmae 3a TpancaktuBaiito NAC. binpmiicts npen-
ctaBHUKIB pomuHn NAC 3amyueHi B peryinsIiio
CTapiHHSA JIUCTS B pUCY, 0aMOyKa, IMIICHUIIl Ta apaodi-
noncucy. Hanexcnpeciss 7aNAC-S y mmeHuri npu-
3BOUTH JIO CHOBUIBHCHHS  CTapiHHSA  JIMCTS,

MIPY [IbOMY 30UTBIIYETHCS BPOXKAWHICTD 1 KOHIICH-
Tpauisi Oinka, y pucy Ta OamOyka CHOCTepiraroTh
MIPUTIBH/IIICHE CTapiHHs [62]. BibIIicTh YiIeHIB po-
e JAZ B3aemonitoth 13 MYC2. briuspkocnopif-
Hernid 1o MYC2 Td MYCS5 (bHLH28) inaykyeTbest
YKACMOHOBOIO KHCIIOTOKO Ta HEOOXITHHUN ISl 4OJIO-
Bivoi (eprribHOCTI [63]. XKacMoHOBa KHcOTa 1H-
nyKye 3B’ s13yBaHHs MY C2 3 mpOMOTOPHUMH AiMSIH-
kamMu TeHiB NAC, 1O TPUTHIYYE EKCIPECIio
ISOCHORISMATE SYNTHASE! (ICS1), sixa Bizmo-
Bijlae 3a iHimiamnito ekcrpecii BSMTI (BENZOIC
ACID/SA CARBOXYL MEHYLTRANSFERASE 1)
g yac 6iocuHTe3y SA [64]. KiFouoBUMH perysiTo-
pamu mepexpecHux B3aemonid JA ta SA € MYC2
ta MPK4, posramoBanuii BHINE B CUTHAJIHHOMY
HUIAXY, MO 3a0e3redye CKOOPIMHOBAHY PErylisiiito
CTIMKOCTI POCITUH JI0 HEKPOTPO(DHUX 1 remMidioTpod-
HHUX TpuOiB 32 y4acTi ABOX ropMmoHiB. CaminuaoBa
KHCJIOTA € PAHHIM PETyJIITOPOM I'eHIB CTIHKOCTI, TOJI
K JA IHAyKy€ Mi3HIO EKCIpecito reHiB [57].

VY nepexpecHuxX B3aeMOIisSIX MixK SA Ta JA Baxu-
BOI0 € PEIOKC-OTMOCepe/IKOBaHa 3MiHa AKTUBHOCTI
TPAHCKPHUITIIIMHUX peryasTopiB. [liBUINCHHS KOH-
LEHTpALIii [TyTaTiOHy BilOYBAEThCS MICI €K30T€HHO-
IO BIUIMBY CAJIIMJIOBOI KUCJIOTH Ha POCIHHY, SA
37aTHa MpPUTHIYYBaTH JA-IHIYKOBaHy EKCIIPECiIO
PDF1.2. SIx1io BAKOPUCTOBYBATH 1HTI0ITOp TITyTaTio-
HY, TO TaKe iHri0yBaHHsI HE CIOCTEePIraroTh. XKacMoHO-
Ba KUCJIOTa CHPHSIE 3MEHIIICHHIO 3aralbHOT KUTbKOCTI
DIYTaTiOHY, IPU bOMY BiH MepedyBa€e B OKUCICHOMY
cTaHi. Y pa3i 0JIHOYACHOTO 30UIBIICHHS KOHIICHTpALIii
000X TOPMOHIB MPIOPUTETHUM € CUTHAJBHMI MIISIX
SA (puc. 5) [35,65]. YV pa3si Bipycy M0O3aiKH TIOTIOHY
(Tobacco mosaic virus, TMV) HaiiBumi piBHi SA
17IeHTH(IKOBAHO B JIUISTHKAX HEKPOTHYHOTO YPaXKECHHS
Ta HaBKOJIO, 110 XapaKTepHO JUIsl peaKiii Tinepay -
BOCTI. Y KJITHHAX JIUCTKIB, HE YPKEHUX BIPYCOM,
OLbIIicTh SA KOH'IOTOBaHAa 3 IMOKo3010 (O-B-D-
glucosyl-SA). [TinBuIIeHHs KUTbKOCTI ITyTaTioHy abo
S-HITPO30MTyTaTiOHY B ypaXXEHOMY JIUCTi BiIOYBA€Th-
Csl eK30TCHHAM MUIIXOM ab0 dYepe3 BUKOPHCTAHHS
TPAHCTEHHUX POCIIHH 13 Hagekcmpecieto reHa GSH,
KA KOJAYE Y-IIIyTaMiI-IIUCTETHCUHTA3Y, 3aJisHY
B OlocuHTe3i myTationy. Lle BIuMBae Ha miIBUILIEH-
HS1 KOHIIGHTPAITIi CAIIIMIOBOT KHCIIOTH Ta PETYJISIII0
SA-uyTnuBHX TeHIiB CTIMKOCTI. Perymsuist reHiB B iH-
(IKOBaHHX KJIITHHAX BiZI0yBaETHCS Yepe3 OKMCHO-BIJI-
HOBHY aKTHBALIi0 OCHOBHOTO PEryJsTopa TPaHCKPHII-
mii NPR1 [66]. B apaGimorcucy 3 HaaMipHOO
ekcrpecieto 3nuroro 6inka NPR1 BiH 30epiraerscst
B IIUTO30i, IO TIPU3BOJMTH JI0 TIPUTHIYEHHS SKCIIpe-
cii PDF1.2, ingyxoBaHoro JA. Ananoriuxi epextu
€ 1 B pHCY, 110 BKa3ye Ha poib 30epeskeHHss NPR1
y IUTO3011 T POpMYBaHHS MEPEXPECHUX B3AEMOIIH
MiX ropMoHamH [35].
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SA-uyTnumei reHm

Bignoeigb Ha JA

Puc. 5. Bnius penokc-cTaHy KIITHHU Ha TIEPEXPECHI 3B A3KM MiXK )KACMOHOBOIO Ta CAIIIIIIOBOIO KACIOTaMHu [35]

OTXe, BHUSAB CTIMKOCTI J0 TPHOHHX IaTOTCHIB
notpedye CKOOPIMHOBAaHOI B3a€MO/Ii1 KOMIIOHEHTIB
CHUTHAJBHUX IIIAXIB >KaCMOHOBOI, CaIIIUI0OBOI
KHCJIOT Ta CTHJICHY.

BucHoBkn

Perynsuist po3BUTKY CTiIIKOCTI POCJINH JI0 MATO-
TeHIB ()OPMYETBCS 3aBIISKH ITOCTTPAHCKPHUTIIIHHIM,
MOCTTPAHCIIIHHUM MOAU]IKaLisiM Ha piBHI, Bil-
noBiiHO, JIHK 1 ricTOHIB, 5IKi MOXYTh CIPUSTH 200
3amo0iraTu TPAHCKPUMIHHINA aKTHUBHOCTI TEHIB
IMYHHOT BIJIOBIJI 3aJ7IKHO BiJI TUITY MOIHU(IKaIlii.
Jo peryasTopiB HalexaThb 1 CKIaJ0BI SIEPHOTO

MTOPOBOTO KOMIUIEKCY 4Yepe3 BHOIPKOBY 3/IaTHICTh
no Tparcnopty MPHK Ta Tpanckpunuiinux ¢axro-
piB. Jlns 3a3HaYCHWX YMHHUKIB OMHCAHO 3B 30K
i3 MOJIEKYJTaMH, 33/TiTHUMH B CUTHAJIBHUX KacKaaax
¢itoropmoni. Cepen (iToropMoHiB a0CIHM30Ba,
casilMIoBa Ta >KaCMOHOBA KHCIIOTH Ta €THJIEH
CIPUSIOTH (POPMYBAHHIO IMYHHOT BIJIMIOBiJI, ayK-
CHH, HABIAKW, MOXKE BIIKPUBATH BIKHO MOXITHBO-
CTeH maToreHy yepe3 OUTBIN MyXKUi CTaH KIITHHHOT
ctinku. [lepexpecHi B3aemonii Mixk (hiToropMoHaMH
y pasi BILTHUBY Ha (pOpMyBaHHS CTIHKOCTI po3riisia-
I0Th 3QJIKHO BiJl TOPMOHY Ta 3aJIe)KHO BiJ TOTO,
Ha AKI KOMIIOHEHTH CUTHAJIBHUX KacKaliB Il B3ae-
MO/Ii1 CIPSIMOBaHi.
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V. Plyhun, M. Antonyuk

FORMATION OF PLANT RESISTANCE TO PATHOGENS
INVOLVING EPIGENETIC FACTORS AND PHYTOHORMONES

The development of resistance to plant pathogens is determined by the presence of resistance genes
and regulation of their activity due to phytohormones, the activity of the nuclear pore complex, and
epigenetic modifications at the post-transcriptional and post-translational levels of DNA and histones,
respectively. Changes in gene expression due to such modifications can be inherited in generations and
contribute to the selection of resistant plants in populations.

The nuclear pore complex is composed of nucleoporins, a nuclear pore basket, cytoplasmic filaments
and is able to selectively transport transcription factors to the nucleus from the cytoplasm and mRNA
in the opposite direction, affecting gene expression. Methylation is the most common and well-studied
among the epigenetic modifications. It is described for DNA and histones and ensures genome stability
and the availability of transcription factors. Incorporation of methyl groups to amino acid residues is
not always a factor in gene silencing for histones. The number of the incorporated groups as well as an
amino acid they are attached to are crucial. Histone acetylation is associated with the transition to
transcriptional activity.

The general control histone acetyltransferase TaGCNS is able to promote expression of the enoyl-
CoA reductase gene in allohexaploid wheat, which is involved in the biosynthesis of cuticular wax as
one of the resistance factors. The reverse process of deacetylation acts both as a positive regulator,
through ethylene response factors, and a negative one, as it interferes with acetylation and methylation
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of histone amino acids. Jasmonic and salicylic acids, along with combinations of the mentioned
phytohormones, mediate formation of systemic acquired resistance in addition to ethylene. Auxin is
a positive phytohormone for pathogens due to its ability to influence the structure of the cell wall. At the
same time, pathogens, due to effectors, are able to inhibit the plant’s immune responses, so there is
a constant “arms race” resulting in the selection of more effective means of penetration and development
in the plant as well as its protective reactions. Investigation of the mechanisms of resistance formation
and identifying the main factors of resistance, such as either presence of a gene sequence and/or factors
regulating its expression, are of great importance.

Keywords: plant resistance, pathogens, resistance genes, regulation of gene expression, molecular cell
mechanisms, epigenetic changes, phytohormones.
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