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B o02n1s10i po3anisiHymo 3any4eHHs] KOMIOHEHMI8 KITIMUHHOI cmiHKU ma i yKpirneHHs1 yepe3 ronepeyHe 3wugaHHs birnkie
abo ocalxeHHs1 Ha Hili Memabornimie (fieHiH, cybepuH, Kano3a), HaKonuYeHHs1 MOKCUYHUX GDeHOMbHUX CrOMyK, 3aXUCHUX
6inkie PR y mo4ui 3apaxeHHs1 y MexaHismax iMyHimemy Ao namoeeHis. [1poaHanisoeaHO KOMIMOHEHMU KIiMUHHOT CMIHKU 5K
nepwioi nepewkodu, AKy MosuHHi nodonamu namoeeHu, 07151 3acefieHHs mKaHUH pocuH. Oxapakmepu308aHo 3ayyeHHs
KymuKymnu sik KOMIOHeHma KnimuHHoOI cmiHku y 6ap’epi npomu ¢bimonamogaeHie i WwkidHUkie ma sik binbuwicms epubkosux
namoaeHie MOXymb MPOHUKamu 8 KymuH i sick. HagedeHa 6ydosa ma porib MiKpoghibpun yentonosuy, NekmuHy, eemiye-
JIK0I03U, cmpyKkmypHux birikig, nigHiHy, Kanosu, cybepuHy KmimuHHOI CMiHKU y MexaHi3max iMyHimemy 00 namoaeHis. Po3-
2/I5IHYmMO POosib 3MIUHEHHST KIMTIMUHHOI CMIHKU SIK 3aXUCHOI peakuii pOCiuH Ha 3apaxeHHs1 mamoeeHamu. OKpecreHo, Wo
MpuU 3apaxeHHi Namoz2eHoM i eri3HasaHHi 020 POCUHOW Ha nidcmasi iMyHHOI 8i0nosidi Moxe 8idbysamucs yKpinneHHs
KnimuHHOT cmiHKU Yepe3 rnonepeyHe 3wusaHHs binkie abo ocadxeHHsi Ha Hili Memabornimie (nieHiH, cybepuH, kano3a), Hako-
MUYEHHS] MOKCUYHUX (heHOMbHUX CrOoMyK, 3axucHux binkie PR y moyui 3apaxeHHs. YeriwHul 3axucm Ha pieHi KnimuHHoI
CMIHKU MOXe 3YNUHUMU 8MOP2HEHHSI namoaeHig Ha paHHil cmadii 3apaxeHHs. Y3aezanbHeHi pedynbmamu O0CiOXeHb
w000 pizHOMaHImHUX ghepmeHmie, siKi 8upobngomMb MmamoeaeHu 055 Po3knadaHHS KITIMUHHOI cmiHKu, wob rnoneawumu
3apaxeHHs1 pociuH i 0bilimu bazamopigHesuti cnocib 3axucmy. Yepe3 Moxnusicmpb 3apaxeHHs1 namozeHamu nuwe 06o-
0osibHUX abo 00HOQOTLHUX POCIUH OKPEMO OKpeceHul pisHul ckrnad e by0oei KnimuHHOT cmiHKU 0OHOO0IbHUX | A80001Tb-
HUX pocnuH ma pi3Hi hepmeHmu 0151 Aeepadauii nonicaxapuGHo2o mamepiany KnimuHu. Po3ansHymo sk pociuHu npo-
mucmosimb iHeasii 6iompoghHUX | 2emMibiompogbHUX MamozeHie 3a J0rNoMO20K ano3ulyji «COCOYKI8», WO € MOMOBUEHHSM
KimUHHOI CMIHKU, sSIKe paHO 8UHUKAE 8 MicuUi MPOHUKHEHHSI Namo2eHHUX opaaHiamie. HagedeHo siK pi3Hi namoaeHHi 2pubu
(Hekpompogbu, biompocpu i eemibiompocbu), bakmepii, gipycu i Hemamodu 06x005imb 3axXUCHI MEXaHi3Mu KOMIOHEHMI8
KIiMUHHOT CMIHKU, SIKi WUPOKO Bepymb y4acmb 8 iMyHHUX Peakyisix poc/uH Ha 30yOHUKie Xxeopob.

Knrovoei croea: knimuHHa cmiHKka, namoeeH, iMyHimem POCAUH, Kymukyna, Uenrro3a, NeKmuH, 2eMiyesntonosa,
NieHiH, kanosa, cybepuH, epubu, bakmepii, g8ipycu, Hemamodu.

DOI https://doi.org/10.32782/agrobio.2024.4.18

BcTyn. Benuka KinbkiCTb natoreHHUx rpubis, Gaktepii,
BipyCiB, HemMaTof, KOMax 34aTHi ypaxyBaTu KIiTUHW | BUKIK-
KaTu xBopobu pocnuH. Y BiAnoBigb Ha 3apaxeHHs naTo-
reHamy y POCIIMH CMOCTEPIralTbCA Pi3HOMAHITHI 3aXMCHI
peakuii. 3MiLHEHHS KNITUHHOT CTIHKX € TUMOBMM (pi3ionoriy-
HUM HacnigKoM akTusauii iMyHHOI Bignosigi pocnuH. byaosa
Ta KOMMOHEHTU KNITUHHOI CTiHKW YKPIMMIOTLCS 3anexHo
Bi BWAY POCNWH, CTadii po3BUTKY Ta peakuii Ha BioTnuHuI
i abioTmyHui cTpec (Ayaz et al., 2023).

HesBaxatoum Ha neBHi yCcnixu B AOCNIMKEHHAX OKPEMUX
3aXMCHWX peakLuiii poCnMH NPOTM NaTOrEHHWX OpraHi3miB,
[OCi HeMae LiniCHOI KapTUHK 3any4YeHHsI KOMMOHEHTIB Ki-
TWHHOI CTIHKM Yy MeXaHi3Max iMyHiTeTy Jo naToreHis. Poc-

NuHa 3gaTHa OUiHWUTK peLenTopaMy NOLIKOMKEHHS KMiTUH-
HOI CTIHKW | BXUTW 3aXMCHi 3axoau Yy BiAnoBiAb Ha aTaky
naToreHiB. YucneHHi 3MiHU MOXYTb BUHUKATU Y KNITUHHIN
CTiHUi Yy BignoBiab Ha 3apaxeHHs natoreHa (Lorrai & Ferrari,
2021).

lMpouec iHGiKyBaHHA KNITUH | BUHWKHEHHSI 3BOPOTHUX
iMyHHWX BIANOBIZEW Y POCIMH NpW 3apaxkeHi natoreHamm
Mae CXOXi pUCKH i OOHOTUNHUI Nepebir 3aXMCHUX peakuii.
Mpu 3apaxeHHi NaToreHOM i Bni3HaBaHHi MOr0 POCIIMHOK
Ha nigcTasi iIMyHHOI BigNOBIAI MOXe BibyBaTUCS 3MiLHEHHS
KNITMHHOT CTiHKM Yepe3 monepeyHe 3wwmBaHHA BinkiB abo
OCa[KEHHS Ha Hin MeTaboniTie (nirHiH, cybepuH, kanosa),
HaKOMWYEHHS TOKCUYHUX (PEHOMBHMX CrOMYyK, 3aXMCHMX
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Ginkis PR y Touui 3apaxeHHs. YCMilWHMA 3aXUCT HA PIBHI
KNITUHHOT CTiHKW MOXe 3YMWUHUTU BTOPrHEHHS NaToreHis Ha
paHHiN cTagii Ta yHeMOXNuUBMTU 3arnmberb KNiTUHK 3a rinep-
yyTnueoi Bignosigi (Ali et al., 2024).

BuBYEHHS MexaHi3MiB pPe3nUCTEHTHOCTI, MOB’A3aHUX i3
KNITUHHOIO CTIHKOIO Ta il YKPINAEHHSAM, i PO3YMiHHS TOrO,
YOMY Lji 3aXWUCHI peakLii He cnpaLbOoBYHOTb Mig Yac 3yCTpiui
3 esKMMKU naToreHamu, mMae (pyHOameHTanbHe 3HaveHHs
Ans cenekuii Ta 3axucty pocnuH (Bruno et al., 2022). Orns-
[JOM Ha ue, METOK OrnsgoBOi CTaTTi € PO3rnsg OCTaHHIX
[aHWX LOAO yYacTi KOMMOHEHTIB KNITUHHOI CTIHKM y 3axuc-
HUX peakLisiX POCIWH NPOTY NaTOreHiIB.

Pesynbratn. Kymukyna (KymuH i gick). Pi3HOMaHITHI
[aHi y4acTi KNiTUHHOT CTIHKM POCMUH Y MeXaHi3MaXx CTilKOCTi
[0 NaToreHiB nokasyloTb GaraTopiBHEBUIM CNOCIO 3axXUCTY.
PocnuHu cnoyatky 3axuileHi Big naTtoreHis ABoma none-
peaHLo cchopmoBaHUMU isnyHUMK Bap’epamu (KYyTUKYMOH
Ta KNITUHHOIO CTIHKOKO), & TaKOX aHTUMIKPOBHUMM crony-
Kamu, §Ki KOHCTUTYTUBHO BUpobnsioTbes. KyTukyna npu-
CYTHS Ha 30BHILLHIN NOBEPXHi HAA3eMHOro enigepmicy BCix
Ha3eMHUX POCNWH, ane 4YacTo BiACYTHS B KOPEHSIX | BTOPUH-
HUX TKaHuHax (Berhin et al., 2022).

KyTukyna pocnuH mae BupillanbHe 3Ha4eHHS AN BUKU-
BaHHS BaraToKNITUHHUX POCIMH Y CYXUX Ha3eMHUX cepeao-
BuLLax. BoHa pa3om i3 npogmxamu, Kcunemoto Ta hrnoemoro
Ta MDKKNITUHHUMU NPOCTOPaMM B TKaHWHI Me3odiny crebna
Ta NACTS € OQHUM i3 HA3KWM HOBOBBEAEHb, SKi POCIIMHU PO3-
BUHYNM noHag 450 MinbWOHIB POKIB TOMY Mig Yac nepexoay
MDK KUTTSM y BOAI Ta XxuTTam Ha cywi (Yeats & Rose, 2013).

KyTukyna B OCHOBHOMY CKNagaeTbCs 3  KYTUHY
Ta BicKy. KyTWH y CTPYKTYpHOMY BiAHOLIEHHI — Le amop-
dHa pevyoBMHA, 330BHI AKOI MOXe BigknagaTucs BiCK.
Mopu B KyTUHI € TPAHCMOPTHUMM LUNSIXaMK NS NpOXoa-
XXEHH$S BOCKY Ha NOBEPXHIO KYTUKYNU. KyTUH € CTPYKTYp-
HUM noniedipoM, Wo cknagaetbes 3 anigatuyHux C16
i C18 okCMreHOBaHMX XUPHUX KUCMOT, d,w-aAnkapboHoBOT
KUCNOTW, FMilepuHy Ta HEBENUKOI KiNbKOCTi rigpoKCUKo-
PUYHKMX KMCNOT. Bick 3a3Buyan cknagaeTbCs 3 KUPHUX
kucnot 3 ayxe gosrum nautorom (VLCFA) 3 24-34 ato-
MaMu Byrrewto Ta X noxigHux, To6To NnepBUHHMX CAUPTIB,
anbferigiB, ankaHis i BOCKOBUX eqipiB, a TakoX BTOPUH-
HUX meTaboniTie, TakMx Sk onaBoOHOIAM Ta TepneHoian
(Arya et al., 2021).

Bick Ta KyTWH 3axuwlaiTb KniTuHy Big Y®-BUNpOMi-
HIOBaHHS, 3anobiraloTb BUNApOBYBAHHIO BOAW 3 MOBEPXHI
enigepMicy, 3MeHLyTb BTpaTy Boau, ybepiraioTb Bif 3He-
BOOHEHHs, 6epyTb yyacTb y perynauii Andysii rasis vyepes
NPOAMXM | BOAHI NOpW, BOMOAiOTb cnewianbHAMK BnacTu-
BOCTSIMM MOBEPXHi, SIKi He [aloTb 3abpyaHBaTU TKaHWH
pocnuH Boaoto, BpyaoM, MiKpOOpraHiaMaMu i BUCTYNaKTb
30BHilWHIMK Bap’epamu NpoTK DITONATOrEHIB i LUKIAHMKIB
(Ziv et al., 2018).

MyTaHTK, WO AEMOHCTPYIOTL AedekTn cknagy Ta Linic-
HOCTi KYTUKYNW, 4acTO AyXXe YyTnuBi OO0 BOZHOMO CTpecy
i naToreHiB. Y nnogax nomiaopis ceprno3He 3HMKEHHS PiBHS
KYTUHY Yy TpbOX MyTaHTIB cd Byno nos’a3aHe 3 NiABULLEHO
CNPUAHATIMBICTIO A0 iHQEKLiT Yepe3 NoOBEpPXHEBY iIHOKYNS-
Lito Botrytis cinerea, a Takox 4O YMOBHO-NATOreHHUX MiKpO-
6iB (Isaacson et al., 2009).

BicHuk CymcbKoro HauioHanbHOro arpapHoro yHiBepcurteTty

Mytauii apabigoncuca B reHax LACERATA (LCR),
FIDDLEHEAD (FDH), BODYGUARD (BDG), LACS2 (BRE1)
i RESURRECTION1 (RST1) npussoasTb fo 3miHW 6yaoBsu
KYTUKYnW Ta NOCWUIeHHs CTinkocTi Ao B. cinerea (Laluk &
Mengiste, 2010).

lMaToreHHi rpmbkn po3pobunu HW3Ky CcTpaTerin nogo-
naHHs 6ap’epy KyTUKynu. BoHW BKMOYAKOTb BUKOPUCTAHHS
CUrHanie, OTPUMaHUX Bif KyTUKYNW, sIKi BUKMUKaKOTb Npo-
POCTaHHS Crop Ha MOBEPXHi POCNMHM, YTBOPEHHS creLia-
Ni30BaHWX iHEKLINHUX OpraHiB i MPOHWUKHEHHS B KYTUKYIY.
Jeski Bugn rpubis i 6akTepin NpoHMKaTL Yepes Npoauxu
abo NpupoaHi WinuHK, TOAi SK iHLI NPOKOIIOTE NOBEPXHIO
KYTMKYIM LUSIXOM 3aCTOCYBaHHS MEXaHiuHoro Tneky. OgHak
GinbluicTb NaToreHHUx rpubiB BUAINAITL HA MNOBEPXHIO
POCMUH Cymil cnewianizoBaHnX OepMEHTIB, L0 PYMHYIOTb
KYTUKYNYy | KNITUHHY CTiHKY, BKIOYaKoYmM nekratniasu, Lesnto-
nasm Ta KkyTiHasu (Kubicek et al., 2014).

AKTVBHICTb KyTiHa3U B Pi3HWUX NaTOreHHWxX rpubax cusnbHO
BMMMBAE Ha npouec iHdeKLil: Big novaTkoBux cTadin aare-
3ii Cnop 40 NOBEpXHi POCMMHKM, Yepe3 NPOPOCTaHHS crop
i bopMyBaHHS cnewianioBaHnX iHQEKLINHUX OpraHiB, 00
PYWHYBaHHA KyTUKYNM Ta KOMOHi3auii pocrnuHa-rocnoaap.
MpubkoBuiA 30yaHWMK Fusarium oxysporum i Cipoi NMiCHSIBM
Botrytis cinerea BMAINAOTL KYTUHA3W, AKi PYWHYIOTb KyTU-
Kyny niCTS poCnuHK, Wob nonerumnTy aaresito natoreHa o
rocnoaaps Ha paHHin ctagii iHdekuii (Leroch et al., 2013).

LLlo6 NpOHMKHYTM B KYTUKYNY NUCTS XassiiHa, HEKPOTPO-
douin rpub B. cinerea po3suBae anpecopii (iHeKLUinHiI CTpyk-
TypW), SIKi POCTYTb Ha NOBEPXHi POCIIMHU, 3 IKUX BUAINAOTLCS
oKkcuaasm, KyTiHasw Ta ninasu, 1wob 4onoMOorTv B akTUBHOMY
[JEMOHTaxi KyTUHY POCIIMHU Ta BOCKOBMX LWapiB. icns Toro,
K KyTUKyna ocnabneHa, anpecopii yTBOPIOTb NPOHMKaoYi
CTPYKTYpM, SKi MOPYLUYIOTb KNITUHHY CTiHKY Yepes cekpe-
uito pisHux depmertis CWDE, Bkntovaroum nakkasu, npo-
Teasu, NeKTWHa3M Ta eHgo-noniranakarypaHcu (eHgo-PG).
B. cinerea Takox Bupobnse 6GoTpugian (TOKCUH), SKUR
BUKIMKAE XNOPO3, PYWHYBAHHSA KNiTWH i CNpUsie NPOHUK-
HEHHIO rpubiB y TKaHWHU pocnuH. B. cinerea e Buainse
wasnesy kucnoty (OA), sika Cnpusie 3apaXeHHto, CTBO-
pIOKOYM ONTUMArbHE KUCne cepefoBulle AN NiABULLEHHS
AKTMBHOCTI CEKpeToBaHUX (DEPMEHTIB, MOPYLLYH4M Uinic-
HICTb KNITUHHOI CTiHKW LUNSIXOM XenaTyBaHHs iOHIB KanbLiito
NeKTUHy Ta 6e3nocepenHbO iHiLiloYM 3arubens POCANHHOL
knituHm (Mathias et al., 2007).

Cknapg KyTVKynv BU3Ha4Yae peakLito NnoAis Ha nicnasbu-
panbHi natoreHu. [lig vac [o3piBaHHS CNPUNAHSATIUBICTD
nnogis TOMartiB 40 HEKPOTPOHMX rPUBKOBUMX iH(DEKL 3p0-
CTae, a y aria BMHOrpagy, KOmm BOHU POCTYTb, HabyBakoTb
CTiKOCTI [0 6ioTpotbHUX rprubKkoBUX 30YAHWKIB GOPOLLHW-
cToi pocu (Uncinula necator) (Segado et al., 2016; Fich et
al., 2016).

lNepLuoto NOBEPXHEtD, 3 AKOK CTUKAKOTLCSA NaToreHn Ha
NWCTI, € KpUCTanu Ta NiBKW enikyTUKyNsApHOro Bocky. [Miky-
TUKYNSAPHI BOCKU BIAirpaloTb BaXNMWBY ponb y B3aemogii
pocnuH i komax. Kpuctanu enikyTUKynspHOro BOCKY MOXYTb
YTBOPIOBATU HECTabinbHy MNOBEPXHIO, SIka MepeLuKomKae
NpUKpIiNIeHHI0 abo nepecyBaHHIO KOMax Ha MOBEPXHSX
pocnuH. M'acoigHi pocnuHu-kyBlvHKU (Nepenthes spp.),
SKi NOBMSATb KOMax 3a [OMNOMOrOH CIIM3bKOI BHYTPILLHBLOI
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MOBEPXHi, BKPUTOI enikyTUKYNSAPHUMU KpucTanamm BOCKY
(Riedel et al., 2007).

OkpiM BOCKY Ta KYTUHY, KyTUKYyna poCnuUH MiCTUTb Teprne-
HOiaM Ta hnaBoHOIAK, SKi MaoTb NPOTUrpMbKoBy Aito. bio-
CUHTE3 LMX (heHinnponaHoigis i onasoHoiAiB BiabyBaeTbCs
Micns YTBOPEHHS KYTUKYNAPHUX MinigiB, ski MOXyTb 6yTu
iHOyKOBaHi y BiANOBIAb Ha CUrHaNW HaBKOMMWLLUHBOTO cepe-
JoBuwa, Taki gk iHgekuia Colletotrichum gloeosporioides
(36yOHWK aHTpakHO3y OPYKTIB i OBOIB), TUM CaMUM aKTUBY-
t0uM 3aXUCT POCIMH Y nnogax nomigopis i MaHro (Zacchino
etal., 2017).

[eski Bipycu Ta Bipoign TaKoX NEpeMilLyloTbCa MiX
KNiTUHaMK i NPOHMKAIOTL Y HUX Ta pyXalTbCs NO LUTOCKE-
neTy 80 sApa Kpidb KyTUKYMY, KNITUHHY CTiHKY, NNasmMaTnyHy
MembpaHy i saepHi 060NoHKM Yepes nnasmogecmu. BoHu
€ KPUXITHUMU KaHanamm, siki NPOHU3Y0Tb 0cepeaoK KNiTuH-
HUX CTIHOK | 3a6e3neyvyioTb 3B’30K Ta NEpeMILLEHHSs MaTepi-
any Mix cycigHimu knitTuHamu. Yepesa nnasmogecMu MOXyTb
npoxoautu Monekynu PHK, HykneiHosi kucnotu Ta 6inku,
y TOMY 4mucCni 1 NeBHi TpaHKCKpUiiHi paktopn (Huang &
Heinlein, 2022).

MnasmoaecMu BUKOHYHOTE KMOYOBY POrib Y MPOXOKEHHI
MOXWBHUX PEYOBUH i CUTHASBHUX MOMEKYN MK KniTUHamu,
[03BONSAYN TKaHMHAM POCNUH PO3BMBATUCS | OYHKLIOHY-
BaTW B YHICOH. Bipycy pocnuH matoTb cneuiansHi Birnku pyxy
(anrn. viral movement proteins), ki 38’A3yt0TbCa i3 Nnas-
MoZecMamut i PO3LUMPIOKTDL 1X, YMOXMUBIIKOYM TPaHCNOPT
BipycHoi PHK abo uinux BipycHUX YacTuHok. BipycHi 6inku
pyxy iMITYIOTb Zil0 (Pi3ionoriyHnx cuctem pochuHU (cur-
HanbHUX Mornekyn), Wo 3abe3nedytoTb 36iNblUEeHHs KaHanis
nnasmogecm (Liu et al., 2021).

BinpknageHHs kanosu Ha piBHi nnasmogecmun (PD)
obmexye NOLUMPEHHS BIPYCIiB POCIMH Bi KNITUHU OO Khi-
TUHU. Kanosa € Haf3BMYanHO BaXMUBOK Y crieundiyHoOMy
KOHTpOni TpaHCnopTy Bipycy TOTIOHOBOI Mosaiku (BTM)
Y YyTAMBUX pOCAMHaX THIOTIOHY. [puCyTHICTL i posnodin
uboro 6inka B obnacti anonnacta 6e3nocepeaHb0 perynio-
BaBCH CMiBBiAHOLIEHHSM ABOX (PEPMEHTIB: Kano30CuHTa3m
(kaTaniye cuHTe3 kanosu) i B-1,3 rniokaHasu (rigponisye
kanody). Y Bignosigb Ha BTM (Ta iHwWi pocnuHHi BipycK)
POCAMHM NOCUIIOTL CUHTE3 | BiAKNaZeHHS Kanosu, Lo
MOXHa cnocTepiratu 6ins Ta BcepeauHi NnasmogecMmu.
Kanoasa, L0 BigknagaeTbCsa BCepeanHi nnasMogecmm, yTeo-
proe hisnyHMn Bap’ep, 3MEHLLYUYM OBMEXEHHST po3Mmipy
Ta Brokytoun MixXKNITUHHUIA TpaHcnopT. OaHak Ui BignoBigi
4acTo MOXYTb NPOTUAIATU OesKi BipyCu, BKMOYAoUM Bipyc
oripkoBoi mo3aiku (CMV), Bipyc kaptonni X (HVX) abo TMV,
3a [OMNOMOrOK0 MexXaHiamy, sk € JOCUTb YHIBepcanbHUM
cepen sipycis (Wang et al., 2021).

B-1,3-rntokaHasa knacy ll, ska BxoauTb 40 3aXMCHKX Bin-
kiB PR-2, perynioe pyx Bipycy. Bipyc kaptonni TMV nocunioe
aKTUBHICTb PR-2 B TIOTIOHI, 0QHOYACHO 36inbLUyOYM pyXiu-
BICTb MNa3MoAecM, TakMM YMHOM MOSErLLyoUn pyx Bipycy.
[erpagauis kanosHoro disuyHoro Gap’epy (4epes 36inb-
LeHHa BigknageHHs [(-1,3-rnokaHasn) € BaXnuBOKW Ans
NiATPUMKA PyXy Bipycy y 4yTnuBOMY xa3siHi. igBuiieHe
BigknageHHa [-1,3 rmiokaHa3n gossonsie BTM Ta iHWum
Bipycam nogonaty NpuUpoOHWA  BrIOKYIUMA  MEexaHi3m
i cnpusie TpaHcnopTyBaHHI natoreHis (Koziet et al., 2021).

o6 iHiuitoBaTK iHbeKLito BiNbHOXMBYYI HGakTepianbHi
naToreHy! NOBWUHHI NOAONATU NOBEPXHEBUIA 3aXMUCT POCANHM
Ta NPOHUKHYTWM B anonnact. OfHielo 3 04YEBUOHUX TOYOK
Bxogy Ans Gaktepii € npoguxu. OgHaK pOCnMHK 3akpu-
BalOTb CBOI MPOAUXOBI NOPU SK YACTUHY IXHBOI BPOOXKEHOT
iMyHHOI BIZNOBIAi, 3anobiralynM NPOHWUKHEHHID BakTepii.
Y BignoBigb Ha ue Garato dhitonatoreHis, Hanpuknag Xcc
i yucneHHi natoeapu P. syringae, BUpoBnsaoTh i BUAINSAOTb
hITOTOKCMHK, SKi AONAOTH NPOAUXOBMIA IMYHITET. Pag pisHux
MORNEKy, WO BUAINAIOTLCSA NatoreHamu, AiloTb K (akTopu
3axXUCTY, BKIOYalouM fobpe BMBYEHI TOKCUMHM KOPOHATUH
i cupuHroniH A. Y KoxXHOMY pa3i Lji (DiTOTOKCUHW (hYHKLIOHY-
toTb, nepelukomkatoum NPR1-3anexHin nepegadi curHanis
caniuunosoi kucnotu (SA) (Xiu-Fang & Sheng, 2013).

Edpektop tuny Il AvrB 3 GakTepii P. syringae moxe
3aMiHUTK KOPOHATWH Ans iHAyKuil JA-pearyoumx reHis
i BiOKPMTTS Npoauxie. Perynsauis BigKpUTTS NPOAUXIB BKITHO-
yae aeToiHriboBaHi H(+) AT®asu nnasmatuyHoi Memb-
pann AHA1 i AHA2, ski nepekadytoTb NPOTOHU 3 LIUTO30S1H0
B anonnacr. Lle npusBoauTb 4O BCTAHOBMNEHHSI MPOTOHHOTO
€MNeKTPOXiMIYHOro rpafieHTa, Skl BUKOPUCTOBYETLCS Bin-
Kamu-kaHanamu Ta Ginkamu-Hociamu Ans nocepenHuLTBa
B NOMMUHAHHI 3apsAIKeHUX PO3YMHEHUX PEYOBUH Y KMiTUHAX.
lMigBuLLEHI KOHLEHTPALT 3apsmKeHNX PO3YMHEHNX PEHOBUH
Y 3aXMCHUX KNiTUHaX BUKIIMKAE MOMMMHAHHSA BOAM Ta nia-
BULLIEHHS TYpropy, WO NPW3BOAWUTb OO0 BIOKPUTTA Npoau-
xiB. [HAyKUis BigkpuTTa npogwmxis AvrB 3anexuTsb Big Ginka
F-box COI1 Ta imyHHoro perynatopa RIN4, skuin B3aemogie
3 ecbektopom AvrB. RIN4 Takox B3aemogie 3 AHA1 i cnpusie
Moro akTMBHOCTI. [OCMigXeHHs TUMYaCcoBOi eKcrnpecii
B N. benthamiana susiBunu, wo AHA1, RIN4 i AvrB Buknu-
KatoTb aerpagauito 6inkis JAZ, L0 CBIAYMTb NPO 3B’S30K MiX
nepefadeto curHanis JA, ssaemogieto RIN4-AvrB i Bigkput-
Tam npogmxis (Zhou et al., 2015).

YeniwHi natoreHi, ki MOXyTb nogonatn KyTUKyny,
MOBUWHHI NOTIM 3ITKHYTUCS i3 KNITUHHOK CTIHKOIO Ta iIMYHHOO
CUCTEMOIO KNITUHU, SIKa CKNagaeTbCsl 3i CKNagHUX MexaHis-
MiB po3ni3HaBaHHS Ta 3aX1CTy BiJ naToreHis. Halle notouHe
PO3YMiHHS IMYHHOI CUCTEMW POCIIMH BKa3ye Ha [BOpIBHE-
BUM IMYHHWUI MexaHi3Mm pocnuH: iMyHiTeT PTI, BUKnukaHuin
PAMP/MAMP/DAMP Ta iMyHiTET, CnoHyKaemuin edekTo-
pamu (ETI) (Li et al., 2020).

Lertonosa. Cknaa KNiTUHHOT CTIHKW € OQHUM i3 HalBaX-
NUBILLMX NUTaHb, WO BNAWBAE Ha CTPYKTYPY Ta (HYHKLI
KNITMHHOT CTiHKW. BOHa Y POCIMHW CKNafaeTbes 3 KirlbKoxX
6iononimepis, IO € OgHIE 3 HaWCKNaZHIWWX CTPYKTYPHUX
Mepex y npupogi. Y nobynosi Takoro NpUpoaHOro Lieaespa
3afisHi COTHi reHiB. 30BHiLLHI 060NOHKK eniaepManbHUX Kni-
TUH XapaKTepU3ylTbCA TPULLIAPOBOID CTPYKTYPOIO: 330BHI
PO3MILLYETHCA LIap KYTUKYNMKW, 3a HUM Wae cepeavHHUN
NEKTUHOBUI Lwap, a 6ina nnasmManeMu po3millyeTbCsl BHY-
TPILLHIN LentonosHuii lwap. Lientonosa € 0CHOBHOI HECYUOI0
CTPYKTYPOK i cknagaeTbes 3 [3-1,4-38’A3aHUX TMIOKAHOBUX
NaHLoriB, OPraHizoBaHuUX y GifbLL-MeHLL KpUCTaniyHi Mikpo-
dibpunu (Zhang et al., 2021).

Llentonosa — 0CHOBHMIA KapKacHWI nonicaxapug KNituH-
HUX OBONOHOK, KU Hafae M LynkocTi W MiLHOCTI. Y nep-
BUHHIN 06onoHLi ii BMicT cTaHoBUTb 0 20%, Y BTOPUHHIN —
3HaYHo BinbLumn. Mikpodibpuna € CTPYKTYPHOK OAMHULEKD
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Lentonosu. MapanernbHi ny4ku Monekyn Lentonosn gopmy-
l0Tb CTPYKTYpPH, SIKi Ha3BaHO Mikpodibpunamu. Lii ctpykTypu
3aHypeHi B MaTpUKC, WO CKNaJaeTbCs 3 MEKTUHIB, Binkis
i remiuentonos. Llentonosa gocuTs MilHa, BONogie BUCOKOK
3[aTHICTIO A0 pO3TAry, HEPO34YMHHA Y BOAi, NPYXHa, JOBrO-
BiYHa Ta 3nerka enactuyHa (Rongpipi et al., 2019).

BMicT Uentonosn y nepBUHHUX KNITUHHUMX 0BOMOHKax
Maike Takuid, K | BMICT remiLerntonos, Togi Sk y BTOPUHHMX
0bonoHKax BMICT Lienionosun NigBuLLYETLCA | 3anexuTb Bif
TWMY KNITWH i BUAY, BiH Moxe gocsaratv 90-95% Big macu
KNiTUHHMX 0BOMOHOK; Hanpuknaa y knituH 6asoBHuKa. Opi-
€HTauisa Mikpodibpun uentonosu B 060MoHUi, SK i Ti BMICT,
3anexutb Bif TUNy KNiTUH Ta TNy 060MNOHKK, BUAY Ta CTaHy
po3BuTKy knitueu (Cosgrove, 2014).

XimiyHa npupoda Uentonosn Ayxe npocra, npote i
3bipka BUrMsgae CKNagHo Yepes3 HasBHICTL BaraTowlapo-
BUX LIEMIONO3HWX BOMOKOH. EnemeHTapHi BonokHa Kpucta-
MiYHOT LLeNonosn YTBOPKOKTLCA 3 IMHOKaHOBUX NaHLIONB,
AKi NOTIM 3'€OHYIOTLCA B HAHOBOMOKHA Ta 06’€dHYHOTLCS
B LUHYpOMOAiOHI CTpykTypu pisHoro pdiametpy. Lli 6ara-
TomMacwTabHi uenonosHi  qibpunu  yTeOpOIOTL  ibpK-
NSPHY Mepexy, Lo NpU3BOAWTb A0 HAHOCTPYKTYPU CTiHKK
(McNamara et al., 2015).

Mikpocpibpunu  LLenonosn CUMHTE3YKTbCS  BEMUKUMU
mynbTumepHuMn komnnekcamu (CSC), wo cknagatTbes
i3 cyboauHmub uentonosocuHTasn (CesA) 3 dhepmeHTaTuB-
HO aKTUBHICTIO, SIKi 3HAXOAATLCS HA BHYTPILUHIA NOBEPXHI
uMTonnasmMaTuyHoi MeMbpaHu KoxHOI KnitnHu (Zhang et
al., 2021). KpiMm Lentono3ocmMHTETas3n B CUHTE3I Lienonosu
MOXYTb GpaTu y4acTb W iHWi hepMeHTn: MembpaHo3B'sa-
3aHa eHpo-(1-4)-B-rniokaHasa (KopiraH), membpaHo3B’s-
3aHa caxapo3oCuHTeTasa, akTuH, TyByniH, aHeKCUHK, Binku,
O TpaHCnopTyloTb ninign. BusHayeHo enemeHTu uUWTO-
ckenety (kopTukanbHi MiKpoTpybouku), siki 6epyTb yyacTb
y TpaHcnopTi Mikpodibpun uentonosu (Robert et al., 2005).

Jedektn B cyboamHuusax CESA Lentono3ocMHTasHoro
komnnekcy (CSC) npusBogatb 4o namkocTi cteben, kapnu-
KOBOCTI Ta 3pyWHOBaHOI TKAHUHM KCUNEMMU, LLO CYNPOBOIXY-
€TbCS aHOManisimMu pocty. PocnuHa 3gatHa OLiHIoBaTH Kinb-
KICTb KOMMOHEHTIB KNITUHHOT CTiHkU. MyTaHTu 3 gediumtom
Lientonosm 3assuyan MatoTb NiABULLEHUIA piBeHb NirHidikawii
Ta 3axvcHoi Bignosigi (Guo et al., 2022).

MyTtaHT CESA3 3i 3MiHO NEPBUHHOI KNITUHHOI CTiHKM
Ginbw cTinkun go BopowHuctoi pocn (Malinovsky et al.,
2014). OecbekTvt y BTOPUHHIN KNITUHHIN CTiHLi, CNPUYMHEHI
NOLLKOKEHHAM cyboamHMub uentonosocuHTasn CESA4,
CESAY i CESAS8, Takox npu3eoaaTb A0 NiOABWLLEHOI CTil-
kocTi fo rpuba Plectosphaerella cucumerina Ta rpyHTOBOI
bakTepii Ralstonia solanacearum (Hernandez-Blanco et
al., 2007). Y apabigoncuca nopyLleHHs1 KMITUHHOI CTiHKW,
CNPUYMHEHE HriBITOPOM CUHTE3Y Lentonosu isokcabeHom,
NPW3BOAUTL A0 IHAYKUiT cuHTesy nirHiHy 4vepe3 RbohD
(Respiratory Burst Oxidase Homolog D) 3anexHuin mexa-
Hi3aM (Denness et al., 2011).

Cnoci6 B3aemopii natoreHa 3 KNiTUHHOK CTIHKOK 3ane-
XWUTb Bifl NOTO XUTTEBOrO LMKNY | XapakTepa XapyyBaHHS.
Y TOM Yac K rpubHi HEKPOTPOM LLMPOKO PYWHYIOTB Linic-
HICTb KMITUHHOI CTiHKM 3@ [J0MOMOrow KoMOGiHOBaHOI Aiji
ferpagytounx dqepmeHTis, 6ioTpodHi rpubu noTpebyioTb
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6inbLL nokanisoBaHOI Ta KOHTPONbOBAHOI Aerpagalii Kni-
TUHHOI CTiHKM, WO6 niaTpuMyBaTW KNiTMHKU-rocrnogapst
XVBUMM Ta BUKOPUCTOBYBATY iX KMBUMbHI CTPYKTYPU. Takox
HakTepii Ta HemaTogm AerpagyoTb KNITUHHY CTIHKY POCAVHM
Ha neBHi cTagii npouecy X 3apaxeHHs, Wwob oTpumaTu
NOXMBHI pevoBuHM Ans ix pocty (Mapuranga et al., 2022).

BinbLuicTe naToreHiB MOXyTb iH(iKyBaTV nuwe ABO-
JonbHi abo 0aHOZOMBbHI POCIMHU, SIKi XapaKTepU3yHTbCS
Pi3HMM CKMagoM KNITUHHOI CTIHKW. Y NeBHMX BMAIB LUKignu-
BUX OpraHiamiB NpUCYTHii iHOUBIAYNbHWIA (hepMEHTATUBHUI
apceHan ansa gerpagauii KnituHHOT cTiHku pocnuH (Kubicek
etal., 2014).

Y Hematoq BUSIBNEHO BiAHOCHO BeNuKa KinbKocTi dep-
MeHTIB nirHouentonasn (LentononiTuyHi, remiuentononi-
TUYHI), 30aTHWUX PO3LLENIIOBATK LIENono3y Ta remMilentonoasy,
dhepmeHTIiB nekTUHa3m (nektatniasu — PL), siki BignosigatTb
3a ferpagadito NekTuHy, hepMeHTIB XiTiHasw, Lo BigirpatTb
BaXNMBY POMb Y PEMOLENIOBAHHI XITUHY S€YHOI LWKapanynu
nig Yac po3BWUTKY Hematof i Yy BUKOPUCTaHHI nonimepis
XITUHY rpubiB i KOMax, NPUCYTHIX Y I'PYHTI, K 4OAATKOBOMO
[bKepena >XMBMEHHS i xapyuyBaTucs IpyHTOBUMM rpubamu
(Benatti & Polizeli, 2023).

Hematoau B nepLuy yepry BpaxarTb KNiTUHU KOPEHIB,
SKi B OCHOBHOMY CKNaJatoTbCH 3 MNEPBUHHWX KIITUHHUX
CTiHOK, BaraTux Lenono3oo Ta remidentonosor. Bigcyt-
HICTb MIrHONITUYHKUX (DePMEHTIB, L0 PO3KNafalTb MirHiH,
y 6inbLUOCTi BUAiB HemaTod Moxe ByTu Hacnigkom BiZHOCHO
MEHLLOT KinbkocTi abo MOBHOI BiACYTHOCTI NirHiHY B Kope-
HSAX KYMBTYPHUX POCIWH, SIKi BOHW iHDiKytoTb. 36inbLUeHHS
BMICTY MirHiHYy B NEPBUHHWX KNITUHHWX CTIHKaX MOXHa BUKO-
PUCTOBYBATU SIK CTpaTerito MiaBULLEHHS CTIMKOCTI KynbTyp-
HUX pocnuH Ao Hematog (Rai et al., 2015).

Tinbkn B [OesKMX Hematogax (COCHOBOI CTOBGYPOBOI
Ta KapTONnsHOI LMCTOYTBOPKOIOYOI) ifeHTUIKOBAHO MirHo-
NITUYHI pepMeHTH, L0 pO3KNaJaroThb MirHiH, nakkasy. Hase-
HiCTb (bepMeHTIB, WO po3KknadatoTb MirHiH, Ans COCHOBOI
CTOBOYpPOBOI HEMATOAM, fKa BUKMUKAE XBOPOOY B'SIHEHHS
COCHM, BKa3dye Ha ocobnmey notpeby Lnx hepmeHTiB Lwob
NPOHUKHYTU B KNITUHHY CTIHKY J€PEBUHN COCHU, SIKa MIiCTUTb
BiAHOCHO BUCOKKI BMICT nirHiHY (Nunes et al., 2015).

lemiuemonosu. lemiuentonosn — uUe nonicaxapuan
y cknagi KNiTUHHKUX CTIHOK POCNWH, Ak MatoTb 3-(1—4)-38'a-
3aHi OCHOBM 3 ekBaTopianbHOW KoHdirypauiet. [Jo remi-
Lieniono3 Hanexatb KCUMOIMIOKaHW, KCUMaHW, MaHaHu
Ta rnoKkoMaHaHu, a Takox B-(1—3,1—4)-rmiokanu. Li Tmnu
reMiLentonos NPUCYTHI B KMITUHHUX CTIHKaX YCiX Ha3eMHMX
pocnuH, 3a BUHATKOM B-(1—3,1—4)-rniokaHiB, aki nputa-
MaHHi NnnLLe 3N1aKoBUM Ta AesKUM iHWMM rpynam. [JeTansbHa
CTPYKTYpa reMiLentonos Ta IXHs KifbKiCTb LWMPOKO BapitoTb
MiX pisHUMK BuOamu Ta Tunamu knitue (Scheller & Ulvskov,
2010).

HanmBaxnuiwotw BionoriyHo  ponn  remiuentonos
€ TXHi BHECOK Y 3MiLLHEHHS KNITUHHOI CTiHKM LLINISIXOM B3ae-
mogii 3 LLenonosoto, a B AesIKMX CTiHKax — 3 MirHiHom. 'emi-
Lentono3a nepennitaeTbCA 3 LEMNo3on 3a A0NOMOrow
BOJHEBWX 3B’A3KIB i TUM 4acOM fli€ K MiCTOK ANt OCaIKEHHS
MOHOMepy NirHiHy y BTOPWHHINA CTiHLi (Zhang et al., 2021).

KcunaH € HainowMpeHilwmMM TUMIOM  remilentonosu
B LUMPOKOMUCTAHUX nicax, 3Mnakax i ABOAOMNbHUX TpaBax.
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MaHHaH B OCHOBHOMY MiCTUTbCS B FONOHACIHHWX POCIMHAX,
a KCUIOIMOKaH € ApYropsiaHUM remilentono3HuM KOMo-
HEHTOM YCiX Ha3eMHMUX POCIIMH, BKNoYaun moxu. B-(1-3,
1—4)-rniokaHn MeHLL noLuMpeHi B 6araTbox poCnuHax, Hix
iHWi remiuentonosu, ane ix 6arato B TpaBax. KcunortokaH
3HANAEHO B KNITUHHUX 0BOMNOHKAX YNCMIEHHUX CYXOLiNbHUX
pocnuH. Lle ocHoBHa remiuentonosa nepsUHHUX 0BOMOHOK
[BOAOINbHKX Ta HETPaB'aHKUX ofHoLoNbHUX. KeunaH € nepe-
BaXXHOI rEMILEntono3o Yy BTOPUHHIA KMITUHHIA  CTiHLi
(Pauly & Keegstra, 2016).

lemiLentonosn  CUHTE3YKTbCA  Fiko3unTpaHcgepa-
3amu, posTalloBaHuMu B MeMbpaHax [onbmki. PepmeHTH
rnikosuntpaHcdepasn, Wo HeobxigHi Ans GiocuHTesy kcu-
NOrMNOKaHIB i MaHaHiB, Ginbl AOCnigXKeHi, HiXX hepMeHTH
6iocuHTe3y KeunaHiB Ta B-(1—3,1—4)-rmiokaHis (Pauly et
al., 2013).

KcunaH i KcunormiokaH BigirpaloTb KMTTEBO BaxXnuBy
porb Y PO3LUMPEHHI KNITUHHOI CTiHKM Ta 3abe3neyeHHi Mill-
HOCTi OpraHiB POCIMHU, OCKINbKU BOHW 3B’A3YI0TbCS B3OBX
JOBXWHA Lientono3Hunx Mikpodibpun. Yci MyTaHTu 3 gediuu-
TOM KCWNaHy AEMOHCTPYIOTb 3pYNHOBAHI CyOMHW KCunemu
Ta MalTb CEpro3He MOPYLUEHHS POCTYy Ta (DEepTUILHOCTI
3i 3HWKEHOI MEXaHIYHOK MILHICTI0O cTebna, Lo Bkasye
Ha BAXNUBICTb KCWMAHIB Yy BTOPUHHOMY 3MiLHEHHI CTiHKM
(Scheller & Ulvskov, 2010).

KeunorniokaH i kcunaH BUKOHYKOTb CYTTEBY 3aXMCHY
pornb i cnyxaTb ianyHum Bap’epom ans 3anobiraHHs BTOp-
THEHHIO Ta KOMOHi3aLil LUKIAMBKMX opraHi3miB. laToreHHi
GakTepil pocnuH NpPosIBNSIOTb KCUNAHOMNITUYHY aKTUBHICTD,
sKa MOXe AOMOMOITW 1M NOPYLUMTU NEPELLKOAY KMITUHHOI
CTiHKM Ta BMBINbHUTW NOXMBHI PEYOBUHM Nif Yac KOnoHisauii
pocnuH. MatoreH Xanthomonas, Lo € ronoBHUM 30yAHUKOM
GakTepianbHOro paky LIMTPYCOBUX, MaE CKNaaHWA pepMeH-
TaTUBHWI MEXaHi3M, 30aTHUIA AenoniMepusyBaTii KCUMOrmio-
KaHW Ta pynHyBaTW KNiTUHHY CTiHKY (Vieira et al., 2021).

[eski citonatorenn, Taki sk Fusarium graminearum,
Botrytis cinerea, Pyricularia oryzae, ceKkpeTylTb Kcuna-
Ha3W, SKi PO3LLENMOITb KCWUNaH, Lo MICTUTBCS B KIITUH-
HIW CTiHUi, JO Kcwnos, Wo nopywye i nocnabntoe ii. Mpubd
Trichoderma spp. npogykye depmeHTM KcunaHasu EIX
(Ethylene-Inducing Xylanase) 3 BWCOKOK KCWMaHOMITWY-
HOK aKTUBHICTIO, SKi Bni3HalTbCs pocnuHol sk PAMP.
Buctynatoun B poni PAMPS, kcunaHasu rpubis nocunioTb
3axucHy Bignosigb pocnunH (Wong, Saddler, 1992). Y Toma-
TiB (Lycopersicum esculentum) inenTudikavis EIX 3aincHio-
€TbCS PO3TALLOBAHUMM Ha KNITUHHIN NOBEPXHI peLenTopo-
nogibHumu Binkamm LeEix1 i LeEix2 (Ron & Avni, 2004).

Wo6 npotuctoaTn pAerpagauii KcunaHvy MikpoGHUMM
€HJOKCUNaHasamMu, TPaB'sHUCTI  OOHOZOMbHI  POCAMHM
NPOAYKYIOTb iHribiTopy kcunaHas, Taki gk TAXI (Triticum
aestivum Xylanase Inhibitor), XIP (Xylanase Inhibitor
Protein) i TLXI (Thaumatin-Like Xylanase Inhibitor). IHri6i-
Topu kewnaHas (XIs) — ue Binkn KNITUHHOT CTIHKWM POCIVH,
NepPeBaxHO NOLUMPEHI B OOQHOQOMBHUX POCNUHAX, SKi npu-
FHIYYI0Tb aKTUBHICTb MIKPOBHUX KCUnaHas, Lo posknagarTb
remiuenonosy (Tundo et al., 2022).

lekmuHu. TleKTWUHM € HalcKnagHiwMMKM nonicaxa-
puaamy KMiTUHHOI CTIHKM | CKNagalTbCs LWOHaMeEHLUe
3 YOTWUpbOX nigknacis: romoranaktypoHaH (HG), pamHo-

ranaktypoHaH (RG-l), RG-Il i kcunoranaktypoHaH (XGA).
CniseigHoLueHHs Mix HG, XGA, RGI ta RGIl 3miH0eTbCS
3anexHo Bif cepenoBuLLia, TKAHWHU Ta BUAY, ane 3a3Buyai
HG € HannowwupeHilumm nonicaxapuaom, WO CTaHOBUTH
6nmabko 65% nekTuHy, Todi ak RGI ctaHosuTh Big 20% 0
35%. XGA i RGIl € gpyropsigHUMW KOMMNOHEHTaMK, KOXEH
3 Akux ctaHoBUTb MeHLwe 10% (Mohnen, 2008).

MekTMHW € rOMOBHUMW KOMMOHEHTaMW MaTpuKCy K-
TUHHOT CTiHKW. Pa3oM remiuentonosu ta NekTuHWU YTBOpIO-
0Tb MaTpuLo, B 5Ky BOyaoBaHi Mikpodibpunu Lentonosu
(Voragen et al., 2009). MNekTMH € OCHOBHUM KOMMOHEHTOM
NEPBUHHUX KMITUHHUX CTIHOK ABOAOMBbHUX POCIIMH, @ TaKoX
MPUCYTHIN Y MEHLMX KINbKOCTSX Y BTOPUHHKX CTiHKax ABO-
OOMNbHUX Ta 000X TUMIB KNITUHHWX CTIHOK OAHOAONMbHUX
npeactasHukie (Vogel, 2008).

MeKkTHM cuHTe3ylTbCA B anaparti [onbmki Ha umMc-
Ta TpaHC-Nomcax LUCTepH W TPaHCMOPTYTLCS Y Besn-
kynax lonbaxi 40 uMTOnnasMaTuyHOi MembpaHu B3LOBX
aKTMHOBMX (DINAMEHTIB, LLO MaoTb MIO3MHOBUIA OBWUIYH, a
TakoX LUMSIXOM KiHE3MH-3anexHoi JOCTaBkM Yepes MiKpo-
Tpybouku (Sterling et al., 2001).

CUHTE3 NEKTUHOBWX MonicaxapuiiB BKMOYaE LLOHAN-
MeHLUe 67 pi3HnX PepMeHTIB, BKMOYAOUM MMiKO3MTPaHC-
epasu, metunTpaHcdepasu Ta auetunTpaHchepasu.
B anapari lonboxi nokanisoBaHa rntoko3unTpaHcgepasa
(GT), Wo nepeHOCUTL 3anMULLKK FMOKO3W Bif HyKneoTua-
LyKpiB Ha akuentopu onirocaxapugy 4u nonicaxapugy
(Harholt et al., 2010).

MekTHM GepyTb yyacTb y POCTi, PO3BUTKY Ta 3aXMCTy
pocnuHu. MeKTMHOBI onirocaxapuan BUKIMKaOTb HAKOMK-
YEHHs1 (hiToaneKCuHy, KU Mae LUMPOKUA CMEKTP aHTUMi-
KpOBOHOI aKTMBHOCTI, Ta iHAYKYIOTb MirHicpikawito i Hakonu-
YEHHS iHribiTopiB NpoTeas y POCNUHHUX TKaHWHaX. [ekTuHM
3afisHi y KNiTWHHIA agresii Ta rigpaTauii CTiHOK, a 3LUMBAHHS
NEKTWUHIB BNNIMBAE Ha MOPUCTICTb CTIHOK i MopdhoreHes poc-
NWH. B OCHOBHOMY MEKTUHW MOKani3yloTbCA B CEPEaUHHIl
MNacTuHLUi, KyTax KNiTuH, B 0BOMOHKax MOMOAMX KMiTWH
Ta KNiTUH, SKi OiNSTbCS, @ TaKOX Y M'SIKUX TKaHMHax (Xiao &
Anderson, 2013).

CepenHst nnacTMHKa MiX ABOMA KniTuHamu barata Ha
NeKTUH. PiBHI Ta XiMiyHa mopudikalis NEKTUHY € KITH4Yo-
BUMWU [ns perynioBaHHa agresii. Mogudikauis nekTuHy
BMNMBAE Ha NOTO 30aTHICTb YTBOPKOBATU refb i iSTU SK Knen
MiX KniTuHamu. HG nekTuH yTBOPKOETECS B refb LUMASXOM
3LUMBaHHS, onocepeakoBaHoro kanbliem (Bou & Braybrook,
2015).

depmeHTH, AKi 3agisHi B gerpagauii NekTuHIB, Knacu-
(iKyl0TbCA Ha OCHOBI X MexaHi3My Aji 9K NekTuHecTepasu,
noniranakTypoHasu, niasu Ta npotonektuHasun (Shrestha
et al., 2021). OgHMK 3 nNepLunx PepMEHTIB, SKi NaTOreHHi
rpubu cekpeTyrTb Nig vac iHdekLil, € eHgononiranakTypo-
Ha3uW, KOTpi PyWHYOTb NEKTUH, NOPYLYITh LiMiCHICTb Kii-
TWHHOT CTiHKM Ta 3abe3neyvyroTb 4OCTYN natoreHis. [ig yac
Jerpagauii NekTuHy yTBOPIOKTLCA hparMeHTH oniroranak-
TYPOHiaK, SKi B HOPMi HE NPUCYTHI B KMITUHHIWA CTiHLi | TOMY
BuctynatoTb y poni DAMP (Shin et al., 2021).

HekpoTpodHi naToreHu y CBOIX reHoMax 4acto MakoTb
Jekinbka noniranaktypoHas (PG), Wwo posknagatoTb nek-
TuH. MNonidharHuii HekpoTpodiuHuiA natoreH S. sclerotiorum,
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L0 BWKINWKaE 3axXBOPHOBaHHSA CTOBOYPOBOI rHUMI Ha BinbLu
Hix 600 BMOax pocnuH, Mae reHoM, KU Kogye nNpUHaNMHI
M'ATb eHAononiranakTypoHas, ski eKCnpecyTbCs Ha PisHNUX
CTafisx iHdekuii Ta B pisHMX ymoBax. [1ns 3axucTy pocnuHu
matoTb PG-iHribytoui 6inku (PGIP), npukpinneHi 4o KNiTUHHOT
CTIHKW, 5IKi 30aTHI 38’a3yBaTuCA 3 rpubkosumu PG i nom’akLLy-
BaTW iXHIO TigpONiTUYHY aKTUBHICTb, 3abe3neyytoumn nepiuy
niHito 3axucTy Bia rpubkoBoi iHbekLii. HekpoTpodHui rpmb
S. sclerotiorum mae ecektop Sclerotinia sclerotiorum PGIP-
INactivating Effector 1 (SsPINE1), skuit 6e3nocepenHbo
B3aemogie 3 PGIP i dyHkuioHanbHo iHakTuBye ioro (Wei et
al., 2022).

CybepuH. 3MiHa MeXaHi4HMX i XiMiYHMX BNacTMBOCTEN
Ta 3MiLHEeHHS KNiTUHHOT 06OMNOHKKM Ha fito natoreHa abo X
nuLe neBHKX i AiNsHOK BiabyBaeTbCa 3a PaxyHOK KYTUHY,
cybepuHy, nirHiHy, kanosu, Crnonyku Kanblilo Ta KpemHiio.
ABuLLe BKMIOYEHHS CyBepuHy Ta KyTUHY HOCUTL Ha3By KOp-
KOBIHHA Ta KyTWHi3aLii, ki BnacTuBi AudepeHLiioBaHUM
TkaHWHam kopeHst Ta nucTkis (Serra & Geldner, 2022).

CybepwH — Lie cknagHuii noniedip, nobynosaHui 3 noni-
(hyHKLOHaNbHUX AOBrofaHLUroBMX KMPHUX KUCHOT (cybe-
puHoBKX kucnoT) i rmiuepuHy. CybepuH € ninoinbHo
MaKpOMOMEKYMNOH0, O MICTUTbCS B CMeELiani3oBaHuX K-
TUHHKX CTiHKaxX poCnuH, Ae notpibHa isonsuis abo 3axuct
Bif HaBKONWWHbOro cepefosuwa. Cybepu3oBaHi KNiTUHW
YTBOPIOKTL NEepuaepmMy, sika oroptae BTOPWHHI cTebna sk
YaCTUHY KOpW, | PO3BUBAOTLCH SIK YLLINbHIOBAlIbHA TKAHUHA
nicns nopaHeHHs abo onagaHHs nucts (Graga, 2015).

CybepuH y npoLeci po3BUTKY BiOKNagaeTbCs B KNITUH-
HUX CTiHKax KOpeHeBWX eniaepmarbHuX, ek3o4epmarbHUX
i eHTOAepPManbHUX KNITUH pasom i3 nosickoM Kacnapi, skui
YTBOpPIOE Bap’ep MK KOPOIO Ta CYAUHHOK TKAHUHOIO, TOAi 5K
KyTWH 0BMexeHuWit enigepmicom Haa3eMHux opraHie. Cybe-
PUWH, SK | KyTUH, CYXUTb 6ap’epom Ans BTpaT BOAU POCANH-
HUMKU TKaHUHaAMK, a TaKoX NPOTW NPOHWUKHEHHS NMaTOreHiBs.
CwuHTes cybepuHy BiabyBaeTbecsi napanenbHo i3 CUHTE30M
BOCKiB. Bocku, LU0 BKIIOYEHi B CyGepuH € cyMill rigpochob-
HUX KOMMOHeEHTIB. Komnnekc cybGepuH-BICK BigknaaaeTbes
MiX NEPBUHHOK KMITUHHOK OBOMNOHKOI Ta Nnasmanemoro
(Woolfson et al., 2022).

AnonnactuuHi  6ap’epu, yTBOpeHi nosickom Kacnapi
Ta namenamu cybepuHy, € BaxnueuMu 3acobamu kope-
HIB pocnuH Ans aganTauii romeocTasy BOAM Ta NOXUBHUX
PEYOBWH [0 MIHAMBUX YMOB HABKOSMLUHBLOTO CepenosuLla
(Griinhofer et al., 2021).

YacTto BigknageHHs cybepuHy BUKNUKAETLCA Hanagom
NaToreHiB i yTBOPEHUMM paHamu. POCMUHU CUHTE3YOTb
cybepuH, konm iM noTpibHO niaTpuMyBaTH MiLHUIA Gap’ep.
CybepuH Bigirpae 3HauHy ponb y CUCTEMi eHToaepMarnb-
Horo Bap’epy, Bknovaroumn nosicok Kacnapi B pocnuHax ans
3axucTy Big kopeHesux Hematop (Holbein et al., 2019).
MowkomkeHHs eHOodepMu BHAcNigoK iHBasii HemaTon
y Arabidopsis npusynuHseTbCa Npy BigknageHHi cybepuHy
B nepuaepmi (Maron, 2019). MNMopiBHSHO 3 LM, NPUCYTHICTb
cneuundiyHoi aHTUMIKPOBHOT heHONBHOT CMOMYKN KCAHTOHY
B eHTofdepMi Ta ek3oaepMi kopeHis Hypericum perforatum
aHanoriyHo 3axuiiae pOCMAWHW Big MiKpoopraHiamis, Lo
noxoasaTb i3 rpyHTy (Tocci et al., 2018). KpiM KniTUHHMX
Hap’epi, koH'torawist cy6epuHy 3 NOXigHUMU FigPOKOPUYHOI
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kucnot (HCAA) 3abesnedye aHTUMIKPOBHI Ta npoTurpub-
koBi BnactusocTi. HCAA npauoioTb s 3MiLHEHHS KNiTUH-
HUX CTIHOK Ta 1T YNOBINIbHEHHS PyWHYBaHHS, Wo6 3aXUCTUTK
Big natoreHHoi iHdekuii (Liu et al., 2022).
lNperayctopianbHa CTIAKICTE Y CTIMKOTO  FeHOTUMY
coHswHuky HE-39999 no pacu BoBuka F Byna BuknukaHa
cybepisaLlieto, nepexpecHnM 3LMBaHHAM BinkiB y KNITUHHUX
CTIHKax Ta HaKOMWYEHHSIM (DEHOMbHUX CMONyK, WO nepe-
LUKOAKAno MPOHWKHEHHIO NapasuTa Ta 3B'A3Ky 3 CYAUHHOI
cuctemoto rocnogaps (Echevarria-Zomerio et al., 2006).

JlieHiH. BinbwicTb KNITUHHWX CTIHOK Yy CBOIW OCHOBI
MatoTb BEMUKY HECydy Mepexy 3 Mikpodibpun Lenionosu,
SKy MepeTuHaloTb MOMNEKYNM remilentonosn. Y nepBUHHUX
CTIHKaX YaCTWH POCIMHU, LLO POCTYThb, LS Mepexa Bbyao-
BaHa B MaTPUKC i3 NEKTMHOBMX nonicaxapuzis. Y BTOPUHHUX
KMITUHHMX CTIHKaX CCPOPMOBAHUX TKAHWH NEKTWUH NpeacTaB-
NEHNA MEHLLOK MIpOL0, @ CTIHKM MOXYyTb ByTW mocuneHi
nirHiHom, cybepuHom, kanosok. Kpim nonicaxapugis, poc-
NUHHA KNITUHHA CTiHKA MICTUTb 3HAYHY KinbKicTb GinkiB, LLO
BUKOHYIOTb CTPYKTYPHY (EKCTEHCIH, rmikonpoTeinn) i dep-
MeHTaTuBHY yHKuiT (Xu et al., 2022).

JlirHiH — posranyxeHuit Giononimep, KU pa3oMm i3 remi-
Lienono3aMn Ta NeKTUHOM fie, SK KNenkuii MaTpukc Ans
Mikpocibpun Lentono3u. JlirHiH 3anoBHIOE NpoCTip y Kii-
TUHHIA CTiHLi MK LIENtonosot, reMilentonoson Ta nekTu-
HOBWMW KOMMOHEHTaMU, OCOBMBO B CYOWHHWX i OMOPHUX
TKaHWHaX: Tpaxeigax KCunemu, enemeHTax CyauH i KnituHax
cknepeigis. JlirHiH 3abe3neyye MexaHiYHy MiLHICTb TKaHWH
Ta opraHiB, HEMPOXiAHICTb BOAU Ta BOAHWMX PO34MHIB Yepes
0060noHKM Tpaxeia, Wo pobuTtb Tpaxeian 3oaTHUMK TpaH-
CNopTyBaTW BOAY Ta BOAHI PO34MHU Ha 3HaYHI BigcTaHi. Kpim
TOro, NirHiH 3axuLiae NPoOToNnacT KNiTUHW Bi BTOPrHEHHS
natoreHis (Balk et al., 2023).

JlirHiH — Ue apomMaTMyHM noniMep, SKWIA BMNMBaE Ha
MILHICTb | HEMPOHMKHICTb, PO3TALLOBYIOUUCE MNEPEBaXHO
Yy BTOPUHHO MOTOBLUEHMX KMITUHHUX CTiHKax. Y poCnuH
NirHiH cknagaeTbCa NepeBaXxHO 3 MOHOMIrHONIB: KOHidpe-
PUIOBOrO Ta CUHaMIHOBOrO CNMPTIB, WO AaloTb noyatok G
i S oguHMUAM noniMepy MirHiHy BignosigHo. Pigwe npeg-
CTaBMNEHWUN KyMapunoBuwii cnupT, Wwo cgopmye H ogmHuLio
nirdiHy. H oanHnus YacTiwe 3ycTpivyaeTbCs B OQHOOOMBHUX,
HiX y aBogoneHux pocnuH (Vanholme et al., 2010).

Po3BuTOK BTOPUHHOT 0BOMOHKK, LLO YTBOPIOE TPU LIapU
(BHYTPILWHIA, cepedHin Ta 30BHILLHIN) NOKasye HasBHICTb
TPLOX BMAIB MOHONIrHONIB, Aiki npeacTasneHi H, G ta S ogw-
HUUsAMK. BBaxatoTb, WO 3i 36iNbLIEHHAM BEMUYUHA BigHO-
WweHHs G/S nigBuUILYETLCA XiMiYHWIA Bap’ep ANa 3axucTty
KNiTUHW Big NPOHUKHEHHS! BOAM Ta iHBasii naToreHis (Dixon,
Barros, 2019).

CvipuHrinosuin (S) MOHOMIHIH B OCHOBHOMY BXOOMTb
[0 cKnagy NirHiHy KBiTKOBMX POCAWH Ta NIKOITIB, TOAi SK
rigpokeuceninosuit (H) ta reasuunosuin (G) MOHOMIMHIHKM
BXOOATb [0 cKnagy NirHiHy BCiX CyAMHHMX pocnuH. Moxono-
[iGHI He CUHTE3YIOTb NirHiHY, ane MOXyTb MICTUTU PO34UHHI
deHinnponaxoigy, sk ¢onasoHoigun Ta nirHaHu (Weng et al.,
2010).

JlirHiH Mae apomatuyHy npupogy i YTBOPEHWUA MOHO-
MepHUMK naHkamun p -rigpokcudpeniny (H), reasuuny (G)
i cupuHriny (S) y pisHMX cniBeigHOWEHHAX. JlirHiH M'sKoi
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AepeBuHU (MOAPUHU, COCHU, SMKL TOLLO) — Lie TUMOBO MirHiH
G-Tuny 3 HEBENUKOH KiMNbKICTIO S- i H-0auMHMUb, NirHiH nuc-
TAHOT AepesuHu (bepesa, sbnyHs, 6yk, Bepba TOLLO) Cymill
G- | S-oaMHMUb, TOAi SK MirHiH TPaB’AHUCTUX POCIuH (bam-
6yK, NWEeHWYHa conomMa Ta iH.) y 3HaYHil KinbkoCTi yTBOPIO-
toTb yci Tpu NaHku (Faleva et al., 2023).

BiocuHTe3 NirHiHy NpoxoamTh, SK NpaBuno, no deHinnpo-
NaHoiQHOMY LUMAXY, B SKOMY Ha nepLiomy eTani Bigbysa-
€TbCS CUHTE3 (PEeHINanaHiHy Ta TUPO3UHY Ha LUMSAXY CUHTE3Y
LUMKUMOBOI Kucnotu. Jpyrui etan — BUKOPUCTAHHS NEBHMUX
hepmeHTiB Ha PeHINNponaHoIZHOMY LUNsXY ANS NepeTBo-
PEHHS LMX aMiHOKMUCNOT Y MOXigHi rigpoKcMWMHaMiHOBOT
kucnotu. TpeTii eTan — Le hopMyBaHHS MOHOMIrHiHIB. bio-
CUHTE3 MOHOMIrHIHIB NPOXOAUTb LUNSIXOM Ccepii hepmeHTa-
TUBHUX peakLil, ki kaTanisyTbCs WnHamaT-4-rigpokcuna-
3010 (C4H) Ta ceHinamoninniasoto (PAL) (Fraser & Chapple,
2011).

Perynsuis cuHTe3y nirHiHy BinbyBaeTbcsa 3a YyMOB KOOp-
JOMHOBAHOI eKcnpecii reHiB hepMeHTiB cuHTesy. depmeHT
tbeHinamoninniaza (phenylalanine ammonia-lyase, PAL)
Y TONOHACIHHUX KOLYETbCH OAHIEID KOMiel reHiB, Todi sk
Y MOKPUTOHACIHHUX — HEBEMUKOI POAMHOK reHiB. dep-
MeHT 4-kymapaTt-KoA-nirasa (4-coumarate:CoA ligase,
4CL) y neTpyLUKM KOOYETbCA ABOMA BUCOKOrOMOSOMYHUMM
reHamu, y Arabidopsis — nuwwe ogHum reHom (Feduraev et
al., 2021).

®eHinnponaHoigHWIA WNsAX, 3afiSHUA Y CUHTESI NirHiHY,
Takox 6epe yyacTb y CUHTESI YNCIIEHHUX (DEHOMBHUX KOM-
MOHEHTIB, TakUX $K CTUNbOEHW, KymapuHu, HeomirHaHu,
koH'toratu doeHinnponaxoigie i dnasoHoign. barato 3 uux
KOMMOHEHTIB € (hiToanekcuHamm — aHTUMIKpOOHUMU KOMMO-
HeHTamu, Lo 6epyTb yyacTb Yy 3axucTi pocnuH (Yadav et al.,
2020).

NirHicbikawis, sk npaemno, NoYMHAETbCA Nig vac ¢op-
MYBaHHSI BTOPUHHOI KMITUHHOT CTiHKW. 3asBu4ain KnituHu
pocnunHW no3baeneHi NirHiHy nig Yac BereTaTuMBHOI CTagii.
AK TiNbKM poCnMHa MOYMHAE UBICTW, BiOOYBaeTbCH BUPO-
GreHHs nirHiHy. KnitHW napeHxiMu noYnHarTb 3MiLHI0BaTK
CBOI BTOPWHHI KNITUHHI CTIHKK, BMPOGMSOYM MirHiH. Tomy
napeHxiMa nNEepPeTBOPIETLCA HA CKMEPEHXIMY, TKaHUHY,
Npu3HayeHy Ans MexaHiyHol nigTpumkn. bioTuuHun Ta/abo
abioTUYHMIA CTPeC TaKoX MOXe CMpUYUHWUTM irdidikauio
B CTIHKaX KMiTWH, SiKi 3a3BMYal He NirHidiKkyloTbCs 3a YMOB
BigcyTHocTi ctpecy (Wang et al., 2013).

[lokaswn poni nirHiHy i po34MHHMX PEHOMIB Y 3aXMCTi poc-
nuH Bynu oTpuMaHi nicns aHanidy CTINKOCTi TPaHCreHHUX
POCAMH | MyTaHTIB 3i 3MiHEHWUM CknagoM abo piBHEM NirHiHY
(Swaminathan et al., 2022). NiHriH i nirHiHonoAi6Hi PeHOrbHI
nonimMepu LIBMAKO HAKOMMYYIOTLCA B KNITUHHIN CTiHUi Y Bia-
noBigb Ha BioTUYHI Ta aBiOTWUYHI CTPECK i Ha NOPYLUEHHS iT
cTpykTypu. CTpecu BUKNUKAIOTb iHOYKLiKO eKcnpecii reHis
(beHiNNponaHoigHOro LWAsAXY Y Pi3HUX BMAIB POCIMH, O
npu3BoOMTbL A0 NirHidpikauii KNiTMHHOI CTiHKWM. 3anacaHHs
nirHiHy B iHbikoBaHMX KniTMHax mMoxe 3anobiratv po3nos-
CIO[XEHHIO TOKCUHIB i (DepMEHTIB NaToOreHiB B OpraHiami-ro-
crnoaaps Ta NepeHeceHH0 BOAMW W NOXUBHUX PEYOBUH Bif,
KniTMH rocnogaps o natoreHa (Ma, 2024).

Heski rpubu 6Ginoi rHuni, Taki sk  Ceriporiopsis
subvermispora, MOXYyTb PYMHYBaTW MirHiH y nirHouento-

nosi. [Jobpe BMBYEHi NirHIHONITUYHI epMeHTU (nepokcu-
[asn, nakkasu) susiBneHi y Phanerochaete chrysosporium
Ta iHWwnx rpubis 6inoi rHuni. bakTepii He MaTb GinbLuo-
CTi (pepMeHTIB, sIKi BUKOPUCTOBYHOTbCSA rpubamn Ans pos-
KnagaHHs RirHiHy, a noxigHi nirdiHy (anicdaTtuyHi KMenoTw,
ypaHn Ta comobini3oBaHi HEHOMbHI CNOMYKWU) MPUrHIvY-
t0Tb picT GakTepin. Po3nag nirHiHy BUKNUKalOTb NEBHi canpo-
TPOGhHi rpnbu (6ina rHunb, Bypa rHUMb Ta M’sika rHWIb), a
TakoX Kifbka BuAiB GakTepin (aKTMHOMILETH, a-NpoTeobak-
Tepii Ta y-npoTteobakTepii). Mpubu GinbL edeKkTUBHI B PO3-
LLenneHHi NirHiHy, Hix 6akTepii, y Skux genirHicikavis Bindy-
BaeTbCA NOBiNbHile Ta obmexeHiwe (Suryadi et al., 2022).

BigknageHHs nirHiHy NoB’a3aHo 3i CTilkicTio 6aBOBHMKA
fo Verticillium dahliae (BepTUUMIBbO3HE B'AHEHHS) Ta pUXito
nocisHoro (Camelina sativa) po cknepotuHii (Sclerotinia
sclerotiorum). JlirHiH poBuTb KNITUHHY CTiHKY Ginbl CTiR-
koo oo depmentis CWDEs i 3anobirae audysii natoreH-
HUX TOKCUHIB. KniTMHHA CTiHKa Takox Moxe ByTu nocuneHa
nepexpecHUMm 3B’3kamu Ta HEPO3UYMHHICTIO CTPYKTYPHUX
GinkiB, TakmMx Sk rikonpoTeiHum, 36araqeHi rigpokcUnpPoniHOM
(HRGP), onocepenkoBaH1MK NepoKcmMaasolo, YTBOPEHUMM
Yy BiOMoBigb Ha NpueaHaHHS naTtoreHa. PocnuHHi nepokcu-
[Jasn KaTtaniaylTb nepexpecHi 38’3k MK (DeHOMbHUMM
CNonykamu y BTOPUHHUX CTiHKax i MK nonicaxapugamu
Ta tbepynoBoto kucnoTot (OK) nig yac ataku HekpoTpodis.
MonepeuHi 38’a3ku Mk ®K i nonicaxapugamy NOCUNIOKTh
CTIMKICTb KNITUHHOI CTiHKW [0 MepeTpaBneHHs Mikpob-
HuMKn cpepmeHamn CWDE i 3aranbHy cCTinkicTe Jo rpubis
(Bellincampi et al., 2014).

Y pasi 3apaxeHHs naToreHoM i BnizHaBaHHA MOro poc-
NWHOI0 Ha nigcTaBi iMyHHOI BignoBidi mMoxe BiabysaTucs
3MILHEHHS! KNITUHHOI CTIHKWM Yepes3 mornepeyHe 3LUMBAHHS
Ginkis abo ocamkeHHsl Ha Hin meTaboniTiB (nirHiH, cybe-
PWH, Kanosa), HaKOMUYEHHS1 TOKCUYHMX (PEHOMBHUX CMno-
nyK i 3axucHuX BinkiB y Touui 3apaxeHHs. HakonuyeHHs
nepokcuay BOAHIO, MepokcupasW, kanosu, cybepisauis,
nirHicpikauisa Ta BUPOBHMLITBO (DEHOMBHUX CMOMYK i 3axuc-
HuX BinkiB € gobpe BiZOMUMK 3aXMCHUMU peakuisMKn poc-
NUH-TOCNoAapiB Ha Kifbka GIOTUYHMX | abioTUYHKMX CTpeECiB,
BKMOYarouM napasuntuyHi pocnuuu (Pérez-de-Luque et al.,
2006).

HakonuyeHHsi nirHiHy mMoxHa po3rnsgatm sk «bap’ep»
Bi, MPOHWKHEHHS1 NaTOreHiB, WO 3MEHWYE [OCTYMHICTb
rpUOKOBMX (PEPMEHTIB i TOKCUHIB Y KNITUHHUX CTiHKaxX poc-
nuH. TpumycoBa 3MiHa cknagy MirHiHy B KNITMHHWX CTIHKaX
MOXe NiOABWULLMTM CTINKICTb POCINMH A0 KOHKPETHUX TUMiB
natoreHis. OgHak BNAUB Moaudikaulii nirHiHy Ha perynswito
3aXMCHUX peakLii e HanexuTb NOBHICTIO 3'acyBath (Liu et
al., 2018).

JlirHiH, sIKMA YTBOPIOETBCA MNif Yac NaTOreHHOI IHAbeKLii,
Bigirpae BaXnuBy porb Y PE3NCTEHTHOCTI JO Pi3HUX naTore-
HiB. CopT pucy Nipponbare BusIBNsiE€ CTilkiCTb 40 Napasuty
Striga hermonthica (Ctpura erunetcoka) poauHu BoBuYKOBI
(Orobanchaceae), nos’a3aHy 3i 36inbLUEHHAM BigKnageHHs
NirHiHY B Micui 3apaxeHHs B wapi eHtogepmu. OuiHka
cknagy nirHiHy B CTiMKMX POCAMH pucy noka3ano 36inb-
LWEeHHs YacTku S-nirHiHy, a He H- Ta G-nirHiHy. MeHeTuyHi
3MiHM B BiOCKHTESI NirHiHY Moxe 3abe3neynTyt KynsTypHUM
pocnuHam cTinkicTe o S. hermonthica (Mutuku et al., 2019).
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Y ribpugis COHSAWHMKY ©Gyno onucaHo Aekinbka pis-
HUX MexaHi3MiB CTiiKoCTi Bif napasuta Boeuka (Orobache
cumana), WO CKNajalTbCs 3 PO3BUTKY isndHuX OGap’e-
piB, Takux §K nirHicpikavis, cybepisauisi, 3wmBaHHS Binkis
i HaKOMMYEHHS Kanosu, ki NepeLIKOMKarTb NPOHUKHEHHHIO
napasuTUYHKUX IHBA3UBHUX CTPYKTYP, @ TaKoX BMPOBHMLITBO
3aXMCHMX BINKiB i XIMIYHUX PEYOBUH, TakMX SIK PEHOMBHI CMo-
nyKm, SIKi € TOKCUYHUMK Ans naToreHa (Letousey et al., 2007).

Kanosa. Kanosa — niHinHun amopdHuiA nonicaxapuz
KNiTUHHOT 0BOMNOHKM, YTBOPEHWI KiNbKOMa COTHAMU 3anmiu-
KIB rMOKo3W, 3'edHaHMX nepeBaxHo B-1-3-rnoko3ngHumm
3B’a3kamu i 1,6-38’A3kamu, ki MOXYTb (POPMYBaTW HE3HAYHI
ranymxkeHHs. Kanosa Bigirpae Kno4yoBy ponb Yy MiKKITUH-
HOMY BOZHOMY TPaHCMOPTi, 3pOCTaHHi Ta AudepeHLuiaii
KMIiTWH, 3aXWUCTi KNITUH Npu BioTUYHKMX Ta abioTUYHUX CTpe-
cax (Li et al., 2023).

lNpu ypaxkeHHi natoreHaMmun abo npu MexaHiYHOMY nopa-
HEHHi NMcTa Ta cTeben Yepes Kinbka XBUIWH B enigepmarb-
HUX KNITUHAX CUHTE3YETbCA Kanosa. IHTEHCUMBHICTb hopMy-
BaHHS Kanosu 3anexutb Bif BuAy NaToreHy, TUny TKaHuH
Ta opraHy pocnuHu-rocnogaps. lNpu naTtoreHesi kanosy
dopmye Ha noBepxHi KNiTUHM Kano3Hy naniny, sika sBnse
cobolo Hacamnepen MexaHiyHui Gap’ep MK 0BOMOHKO0
Ta nnasmanemoto. Kpim Toro, y KniTMHax novMHaKTb CUHTE-
3yBaTuUCs HITOANEKCUHU, aHTUMIKPOBHI TOKCUMHU, (hEHOSbHI
PEYOBUHM, MEKTUHM, Lientonosa, cybepuH, niniaum, KpemHin
Ta cneuudiyHi Ana obonoHku Binkv (German et al., 2023).

Kanosa Bigknagaetbcs He nuile B3ZOBX ODOMOHKM, a
M y nnasmogecMax, 3akpuBarouu LUAsSX TpaHCMopTy naTo-
reHy i3 KniTHW Ao KnituHu. Takum cnocobom kanosa 3ano-
Birae NPOHWKHEHHIO NaToreHiB y KNiTMHY xassiiHa. CuHTes
Kano3 npw iHgikyBaHHi MOxe BigbyBaTUCA Ayxe LUBWUAOKO
(Wu et al., 2018 ).

Kanosa cuHTe3yeTbCcs Ha nnasmaTtuyHin membpaHi 3a
L0nomoror kanosocuHtas (CalS) i rniokaHcuHTasonogib-
Hux (GSL) cepmenTiB (USaK et al., 2023). Ekcnpecis reHa
GSL6, wWwo Kogye KanosocuHTETa3y, nokasana HasiBHICTb
NoKanbHOro BiAKnagaHHs Kanosu y hnoeMi nicns ypaxeHHs!
KOMaxamu, Todi SK Npy 3apaxeHHi rpMbHUMK naToreHamu
aKTUBYETLCS iHLLIWIA reH kanonocHuteTasm — GSLS (Wang et
al., 2021).

JocnimkeHHs  ekcripec  Tpbox  reHiB  GSL5,
GSL6 Tta GSL11 kanoTocuMHTETas3n npu ypaxeHHi enigep-
MarnbHUX KNiTUH nucTkiB Arabidopsis thaliana nnicHsBuMm
rpubom Blumeria graminix nokasano, WO Ha MICTi BTOp-
FHEHHSI NaTtoreHa YTBOPIOKTLCA KanosHi 6ap’epHi npobku.
MonekynspHuMn MeTogaMu BCTAHOBMEHO, LUO CaMe reH
GSLS kopye 6inku, 38’a3aHi i3 CUHTE30M Kanosu npu nato-
reHesi (Ellinger & Voigt, 2014).

3MiLHEeHHS KNITUHHOI CTIHKWM Yepe3 OCafKEHHS Ha Hel
Kanosu MnOYMHAETBCA B MiCLUSX MPOHUKHEHHS MaTOreHis
y BignoBigb Ha 1i NOLWKOMKeHHs. BigknageHHs kanosn 3a
LL0nomoror kanosocuHTtasn PMR4 BinbysaeTbcs npu 3apa-
eHHi Arabidopsis natoreHamu P. cucumerina Ta Alternaria
brassicicola. bBiocuHTes kano3u 3anyckaetbcst PAMP
i DAMP i 3anexuTb Bif yMOB HaBKOMULLIHLOIO CepeaoBuLLa
Ta BMMarae anonnacTuyHOro HaKoMWYeHHs NPOAYKTIB ria-
poni3y rnoko3vHonatis abo meTabonitie 6eH30Kkca3nHoIAIB
(Bellincampi et al., 2014).
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IMyHHa cucTema poCnuH 3anyckae PisHOMaHITHI 3aXMCHI
MexaHismMu, Bkrodatoum peakuito rinepyytnmeocTi (HR)
AN LWBWAKOMO PyWHYBAHHS atakoBaHWX KMiTUH rocnogaps,
BMPOONEeHHsT aHTUMIKPOBHMX hiToanekcuHiB, BigknageHHs
COCOUKIB (Manin KNiTMHHOT CTiHKKM), Lo 36araveHi (1,3)-B-rnto-
KaHOBWM MoniMepoM KNiTUHHOT CTIHKK (Kano3ot0), 6iocuHTes
depmeHTIB, AKi MOXYTb PO3LLENMOBATA KMITUHHI CTiHKU
naToreHiB i MoaudikyBaT KNiTUHHI CTiHW pocnuH. Kano-
3Hi COCOYKM (MOTOBLLEHHSA KMITUHHOI CTiHKM) YTBOPIOIOTHCA
B MicLsIX aTaku MIKpobiB i fitoTb Sk pisuuHuin 6ap’ep ans
YNOBINbHEHHS iHBa3il naToreHiB. Y NOpiBHAHHI 3 6araTbma
3aXMCHUMK peakLisiMU POCIUH, SIKi MOXYTb BYTU cneundid-
HUMKM ans Tuny abo HaBiTb BUAY, YTBOPEHHS Garatux kano-
3010 COCOYKIB MOXHA po3rnsgaTtyt sk NOBCIOAHY peakLito,
OCKifbKM BOHA iHAYKYETLCSA NPAKTUYHO Y BCIX POCIMH Nicns
3apaxeHHsi natoreHamm (Voigt, 2014).

YTBOpEHHS1 COCOYKIB € OfHi€l0 3 HamnepLumx cnocre-
pexyBaHWX 3aXWCHUX peakLiil pOCnWH, sika aHanisyBanacs
Ha KniTUHHOMY piBHI npoTtsaroMm noHag 150 pokis. Kanosa
3a3Buyai 3ycTpivyaeTbCs B cocodkax. Bigroai xiMiyHWiA aHa-
ni3 BUSIBMB [00aTKOBI XiMiYHi KOMMNOHEHTW, SKi BKMOYAOTb
(beHonbHI Crnonyku Ta MirHiH, 4oAaTKOBUI noniMep KNiTWH-
HOI CTiHKM OO0 Kanoau, akTueHi hopmu kucHio (APK) i Ginku
KMITUHHOI CTiHKW, Taki SK Nepokcmaasn Ta aHTUMIKPOOHI
TioHiHW. [Nepekuc BogHio € ADK, aKkuin HaKONUYYETLCS Npu
hopMyBaHHi COCOYKIB | MOXE BUKOPUCTOBYBATUCS NEPOKCU-
Jasamy Ana cnpusiHHA 3wimMBaHHI0 GinkiB i cheHonis ans
NOCUNEHHS NPUEQHAHHS KMITUHHOI CcTiHkM (Bellincampi et
al., 2014).

MNepokeupasu Takox 6epyTb yvactb Yy HOPMYBaHHI
cocoykiB. COCOYKM CKNafawTbCsl B OCHOBHOMY 3 Kanoswu
(B-1,3-rnokaHoBoro nonimepy), ane ix KOHCTPYKLiS BUMarae
nepexpecHoro 3wmBaHHa HRGP i deHonbHMX 3anuiukis,
Takux Sk qepynoBa KWCnoTa, y NepBuHHIN cTiHui. Obuasa
NpoLecn 3MNCHIOTECS NepokcuaasaMn B MPUCYTHOCTI
H,O, (Pérez-de-Luque et al., 2006).

licTonoriyHe [OOCNIQKEHHA NOKasano, WO HeKpo3
BoByka (O. cumana) y ninii corsiwHMKy LR1 cnoctepirascs
nicns NPUKPINNEHHs raycTopis i NOSICHIOBABCS MOTOBLLEH-
HSIM KNITUHHOT CTiHKM Yepe3 BigKnaAaHHs Kano3u B KNiTuHax
dnoemu Ta cyauHax KCUNMEMU KOpPeHs-rocnofaps, a Takox
3any4yeHHsIM TOKCUYHUX CMIOMNYK | OKNI03iIMU CyAUH Keunemu
(Labrousse et al., 2004).

MNpoHukHeHHa napasuta Orobanche crenata (Bos4vok
3apybyacTtui) B CTilKi POCAIUHM FOPOXY 3YNUHSANOCS B LUapax
KOpW rocrnogapst, nepLl HiX JAOCArTW LEeHTPasibHOroO LMMiH-
[pa, WO CYynpoBOMKYBANoOCH HAKOMUYEHHSM NepoKcuaasm,
nepokcuay BoaHio Ta kanosu (Pérez-de-Luque et al., 2006).
Mpu iHiKyBaHHI BOPOLIHUCTO POCOK Yy pocnuH apabi-
Joncucy crnocTepiraeTbCs NiABULLEHE PaHHE BidKNaAeHHs!
Kanoau, WO NpW3BOAUTL A0 NOBHOI CTIMKOCTI 4O naTtoreHa
(Leslie et al., 2016).

Binku knimuHHOI cmiHku. KniTMHHa CTiHKa MICTUTb
3HaYHy KinbKiCTb GifkiB, sIki BUKOHYIOTb CTPYKTYPHY Ta dhep-
MeHTaTUBHY (DYHKLT. BinKkn KNiTMHHOT CTIHKU € BaXnuBUMK
CKMagoBUMM KNITUHHUX CTIHOK POCNUH. BoHu 6epyThb yyacTb
y MoamdikaLii KOMNOHEHTIB KNITUHHOI CTiHKW, CTPYKTypwu
CTiHKW, curHanisauii Ta B3aemogii 3 Ginkamu nnasmartud-
HOI MembpaHu Ha nosepxHi kniTuHKn (Jamet et al., 2006).
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[HopMmaLito NPO YUCNEHHI BINKWM KNITUHHUX CTIHOK Pi3HMX
BUAIB pOoCnuH npeacTasneHo B 6asi aaHux WallProtDB, ska
MicTuTb iHcbopmaito npo 2170 Ginkis Ta ESTs, ekcnepumeH-
TanbHO igeHTUdikoBaHNX y 13 BMAAxX POCAWH y pesynsrari
NPOTEOMHMX JOCRiAKEHb KNITUHHUX CTiHOK (San & Jamet,
2015).

Binkn KNiTMHHOT CTiHKM AINATBCA Ha PepMeHTaTUBHI
Ta HedepMmeHTaTMBHI OGinku. PepmMeHTU, BKMHOYAYM M-
Kosunrigponasw, OKcMaopedykTasw, niasv Ta ecTepasu,
B OCHOBHOMY 6epyTb y4acTb y PemMOAEntoBaHHi KNiTUHHOT
cTiHkm (CW) nig yac pisHMX npoueciB pocTy Ta 3axucTty
(Anderson & Kieber, 2020).

Y KNiTMHHUX 0OOMOHKax POCNMH BUAINALTL M'ATb
OCHOBHMX KNnaciB CTPYKTYPHUX BinkiB: 1 — eKCTEHCUHM, Lo
micTaTb rigpokeunponid (EXT), 2 — 6inku, 3barayeHi mi-
umHom (GRPs, glicin rich proteins), 3 — 6inku, 36aradveHi
nponiHom (PRPs, prolin-rich proteins), 4 — nacnbOHOBI
(solanaceous) nektuHu, 5 — apabiHoranaktaHoBi Ginku
(AGPs, arabinogalactan proteins) (Czolpinska & Rurek,
2018).

EkcTeHcuHM 6epyTb yyacTb Y 3axucCTi pocnuHK Bif Al
naToreHiB, Npu nopaHeHHi. BoHM iHTEHCMBHO Bigknaga-
t0TbCSA B 0BOMOHKAX, HE MPOMYCKaloun NaTOreHiB y KNiTUHY
(Castilleux et al., 2021).

Binkw, s6arayeHi rmiumHom (GRPS), B kniTMHHUX 06050-
HOK € CTPYKTYPHUMMU Binkamu, siki CUHTE3yloTbCs npu nopa-
HEHHi KMITUH Ta B KNiTMHaxX NpoBigHux cuctem. Li Ginku
B 060MNOHKaxX YTBOPOIOTb YNCEHHI aHTMNapanensHi nyyku,
3abe3neyyloun enacTuYHiCTb Ta pOo3TAryBaHHS OBOMOHOK
npu nirHigikawii, wo, o4eBMaHO, BiAOYBaETbCA 3aBASKM
HasIBHOCTI 3anWLLKIB TUPO3MHY, SIKi NOB'A3aHi 3 peakuieto
oKcuaaTMBHOI nonimepuaauii npu cuHTesi nirHiny (Ringli et
al., 2001).

LutonnasmatnyHi  Ginkm GRPs  BigHOBMIOWTL  K1i-
TUHUW nicna Aii nocyxu Yu nopaHeHHs. BigHosniotoui Ginku
(ekcTeHCMH-GRP) 3B8’a3y10TbCA 3 iHLWMMM Binkamm 060M0HKM
nonepeyHUMM 3B8’a3kaMu, a TaKOX NOEAHYHOTLCS 3 NirHIHOM.
TuposuHoBi 3anuwkn ekcTeHcnH-GRP MoxyTb 3B’s3yBa-
TUCH KOBAmneHTHO 3 KOHihepOonoBMM CMMPTOM 3a y4acTio
nepokcuzasu (Mousavi & Hotta, 2005).

Binku, 36arayeni nponiHom (PRPs) — ue knac 6inkis, ki
TakoX MOXYTb MICTUTWM rigpokcunponiH. Lli 6inku ginaTb Ha
ABa nigknacu: 1 knac — ue 3BU4ANHUIA KOMMOHEHT KMiTUH-
HOi 0BOMOHKK, 2 Knac — Le Binku, siki NOYNHaTL CUHTE3Y-
BaTMCA B 0BOMOHKaxX nuile 3a YMOB iH(IKYBAHHS pPOCAMHM
asotdikcytounmn baktepismu. Obuaga nigknacu Lux Ginkis
XapaKkTepuaylTbCs HasBHiCTIO nosTopiB Pro-Pro. MopgibHo
[0 ekcteHcuHiB Ta GRPs 6inkis, Ginku, 36aradeHi nponiHom,
€ Hepo34nHHUMK B 060noHLi. Lli 6inku, 3aBaskM BUCOKOMY
BMICTY TUPO3WHY Ta KUCNOro NEKTUHY, 3B8’A3ytoTbes i3 GRPs
Ginkamn ioHHUMK 3B’siskamu. Binku PRPs 6epyTtb yyactb
B nirHicdpikauii knituH (Rajasheker et al., 2022).

MacnboHOBI NEKTUHM MatOTb 0COBNMBUI cknag, B IKOMY
rigpokcunponiH Ta apabiHo3a € OCHOBHWUMMW CKIaZoBUMU.
NekTrHM MOXYTb BYTW 3any4yeHi y NacnbOHOBMX B peakLiio
3aXUCTY KNITUHW NPW MOPaHEHHI Ta NpW Npu Aii naToreHis
(Mishra et al., 2019).

ApabiHoranaktaHosi 6inku (AGPs) € 6inkamu HRGPs,
BOHMW PO34MHHI Ta rigporniko3unboBaHi. AGPS wmpoko pos-

NOBCIOKEHI B npupogdi, ixHsa Bara cknagae Big 2 4o 10%
3aranbHoi Baru 6Ginkis. Lli 6inku 3HaxogaTe no3a KNiTMHOW
B MOXMBHOMY CepPefoBuLLi (Y KynmbTypanbHIn CycneHsii).
MoxHa npunycTUTH, L0 BOHW Ail0Tb SK rMen, MacTUNbHUNA
abo x 3mouytouun matepian. Lli 6inkv € kaHouaatamu Ha
ponb peLenTopiB Y Ni3HaHHI KMITUHOK iHLIMX KMiTUH. BoHW
MOXYTb 3anyyatucs 40 npolecy eHgouutosy (Big nepu-
nnasmartuyHoro marpukcy o Bakyoni) (Ma & Johnson,
2023).

HedepmeHntaTueHi 6inku (CWP), acouiioBaHi 3 poc-
NUHHOI KNiTUHHOKO CTiHKot (CW), cknagaioTbCs B OCHOB-
HOMY 3 FMiKONPOTETHIB, L0 MICTATb NONINENTUAHWA Kapkac,
npueaHaHuin o ByrnesogHux 6ivHux nadutoris. Lli CWP
3a3BMyal BKNOYaTb BaraTi rigpoKcUnponiHoOM rnikonpo-
Teinn (HRGP), 6arati nponiHom 6inku (PRP), 6arati rniuun-
Hom Binku (GRP) i apabiHoranaktaHosi 6inku (AGP). CWP
Oynu 3anyyeHi 4O 3aXWUCTy POCAWH Bif NaToOreHiB. 3axMCHI
peakuii 34iNCHIOITLCS Kinbkoma mexaHiamamu. OCHOBHI
MexaHi3Mu BKMovatoTh: 1) amiuHeHHs CW yepes HeposumH-
HICTb Ta OKWMCHE MepexpecHe 3LUMBAHHSA eKCTeH3UHIB | PRP
yepes H,0, i nepokcnaasu, 2) cekpeuilo Ta arnoTuHaL0
AGP y wmicuax naTtoreHHoi iHdbekuii, 3) aerpagadito reHe-
TWYHOTO MaTepiany naToreHis LWNAXoMm 3B'a3yBaHHs GRP
3 PHK natorenis, 4) akTuBaLit0 ekcnpecii reHis, Noe’asaHnx
3 natoreHe3oM (PR), 3 BukopuctanHam AGP gns nepegavy
curnany (Rashid, 2016).

MepexpecHe 3WwmnBaHHSA BiNKiB € LWBMAOKOW Ta e(heKTnB-
HOH 3aXMCHOI0 BiANOBIAAI0 NPOTW MPOHMUKAIOUMX NATOreHiB,
Takux gk Gaktepii abo rpubu. EkcTeH3uHu Ta iHwWi Garari
rigpokcunponiHom rnikonpoteinn (HRGP), 6arati nponiHom
6inku (PRP) i 6arari rniumHom 6inku (GRP) € cTpyKTypHUMU
6inkamu, NPUCYTHIMW B KNITUHHUX CTiHKax. BoHn MoxyTb
WBKUAKO BYTM HEPO3YMHHWUMMK MiCNS NOPAHEHHS!, MPOHUK-
HeHHs1 naTtoreHy. Llen npouec nepenbayae yTBOPEHHS KOBa-
NEHTHNX MonepeyHnX 3B'A3kiB i onocepeakosyeTbesd H,O,
i nepokcuaasamu (Pérez-de-Luque et al., 2006).

Barato noniMepiB KNITUMHHOI CTiHKM 3LUMBAKOTLCA MiK
coboto. 3wmBaHHA Moxe 3abe3neunTn apxXiTeKTypHy CTa-
Ginizauito ong HOPManbLHOrO 3MiLHEHHSI KMITUHHOI CTiHKK,
a TakoX CTBOpPWUTW (hisunyHi BGap’epu y BignoBiAb Ha naTo-
reHHy iHdekuilo abo nopaHeHHs. HasBHICTb GaraTbox
B32EMONNOB’A3aHMX MOMIMEPHUX MepeX (remiuentonosa,
NEKTWUH | CTPYKTYPHI MMiKONpoTEiHM) MOXe CrpUsSTU po3no-
Ainy HaBaHTaXEeHHS Y BiANOBIAb HA PO3LIMPEHHS KMITUHHOT
CTIHKW, KepoBaHe TYpropoM, LUNSXoMm 36inblUeHHs po3no-
ainy ctpecy (Mishler-Elmore et al., 2021).

3axucHi 6inku. Y pocnuHax 3axucHi 6inku PR Bupobns-
0TbCS Ans 60poTEOM 3 Pi3HUMK 3aXBOPIOBAHHSAMM, TaKUMK
AK rpubkoBi, GakTepianbHi, BipyCHI 3aXBOPIOBAHHS, a TaKoX
NpOTU AesKUX XiMiYHMX peyvoBuH. binbuwicte PR-6inkiB icHye
B MIXKNITUHHUX NpOCTOpax, Tofi sk nepBuHHI PR-6inku 3Ha-
XOOATbCS BCcepeavHi Bakyoni. MNpoTeiHn PR HakonuuytoTbCs
noKansbHO BCEPEaMHI iH(hIKOBAHMX i HABKOSMULLHIX HeiHgiko-
BaHUX TKaHWH, 0BMEeXyoun NoWUpeHHs iHdekuii nuwe Ha
iHcbikoaHi yacTuHM (Dos Santos & Franco, 2023).

PR-6inku knacugikytote Ha 17-19 poauH, Takux sk B-1,
3-rnokaHasun, XiTuHasu, nepokcuaasW, TaymaTUHONOAIOHI
6Ginkn, pubocomo-iHakTuBytoui BINKK, TIOHIHK, HECNEeLNIYHI
Ginkn nepemukaHHs ninigie, okcanaTokcugasa Ta OKca-
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natokcmaasononibHi  Ginku. XiTMHaswW, WO BiOHOCATHLCS
[o 6inkis poauHn PR-1, 3a3Buyaii € eHOOXiTUHa3amu, SiKi
MaloTb 30aTHICTb po3knagaTy XiTuH. Mo3akniTUHHI XiTMHAa3N
LIBMUAKO BrOKYIOTb MOLUMPEHHS Tich, SKi 3aXONIIOTh BHY-
TPiWHi AinsHkK. Lle Takox Cnpusie BUBINbHEHHIO rPUOKOBMX
enicutopiB, AKi IHOYKYIOTb CUHTE3 KinbKOX iHLIMX XiTUHa3
BcepeauHi rocnogaps (Han & Schneiter, 2024).

Y pocnuHax B-1,3-rnokaHasy Hanexatb 00 POAWHM
Ginkis PR-2. B-1,3-rniokaHasu MOXyTb PO3LLENoBaTy
B-1,3-rnikoanaHnin  38’a30k y B-1,3-rniokaHi, ronosHomy
KOMMOHEHTI KNITUHHOI CTiHKM oomiueTiB. [B-1,3-rnokaHasa
BUKOHYE NPsSIMY Ta Henpsamy Aii Ans 3axucTy poCnvH Bif
rpPUOKOBMX NATOreHiB, CIPUUUHAIOYM rigponi3 Ta nisuc Kni-
TUHHUX CTIHOK rpubiB Ta YTBOPEHHS OMnirocaxapuaHux eni-
cuTopiB Ans reHepadii pisHux binkis PR abo gitoanekcuHis.
XitTHasm Ta 3-1,3-rnokaHasa € HalBaXnMBILLMMK Tigponi-
TUYHUMK hepMmeHTamm cepef npoTeiHiB PR, o Bupobns-
I0TbCS B KiNbKOX TaKCOHaX POCAWH NiCNs 3yCTpidi 3 pisHAMK
NaToreHHUMM iHpeKLiaMK. IX nigBuLLEHa KOHLEHTpaLlis
3abesnevye 3axMCT poCnuH Bia rpubKOBKX NaTOreHiB Yepes
Jerpagauito KniTMHHOT CTiHKM, OCKINbKW BOHa MICTUTb XKUT-
TEBO BAXIMBI PEYOBUHM, TOBTO XiTUH i B-1,3-rntokaH. icns
rpubkoBOro 3apaxeHHs [-1,3-rnokaHasn eKkcnpecyoTbes
B KOOpAMHaLii 3 XiTUHa3amu, SIK 3a3Ha4YEHO B Pi3HUX KynbTy-
pax, Takux siKk KBacons, ropox, NOMiZopu, KyKypyasa, TIOTHOH,
Ccosl, NWeHML, S4MiHb | kapTonns (Sels et al., 2008).

lNepokcuaasu Hanexatb 4O BENUKOI POAMHU (hepMeH-
TiB 3axucHux Ginkis PR9, skum npunucytoTb pi3HOMaHITHI
(yHKLiOHanbHI poni, BKMKOYaKYM nirdigikauio Ta Bigkna-
[EeHHs heHony B KNITUHHIN CTiHLi, cybepisaLito, npouecu,
NOB’AA3aHi 3 PO3BUTKOM, 3aXMCT Bif NaTOreHiB i Bignogigb Ha
iHWi cTpecun. 3MiLHEHHS KNITUHHOT CTiHKW, sike migBuLLye il
CTIMKICTb MPOTArOM NMLLE KiNbKOX XBUMWH MICMs aTtaku naTo-
reHa, € NpoLIeCoM, LU0 3AiNCHIOETLCS NepoKcMaa3aMu B npu-
cytHocTi H,0, (Luthje & Martinez-Cortes, 2018).

Baratopiunun napasvT omena 3BuuyainHa, abo 6ina
(Viscum album L.), nia 4ac NpOHWUKHEHHS raycTopii B Tka-
HWHW rocrnogaps ocnabnse Ta MogudIiKye KNiTUHHY CTiHKY
3a [0noMorol (PepMeHTIB  (KCUMOrMoKaHeHAO0TPaHC i
ko3unasu (XET), rniokaHasun, ekcnaHsuHiB Ta iHWuX rigpo-
na3 KniTMHHOT CTiHKK). PocnuHa-rocnogapb HamaraeTbes
3axuLaTmcs Big iHeKLil oMenn HaKOMUYEHHSM 3aXMUCHUX
Ginkis, akTMBHUX popM KucHio (ADK), niaBULLEHHAM piBHS
aHTUOKCMAAHTHUX (hepMeHTiB, Takux sk kartanasa (CAT)
i nepokcuaasa (POX), cuHTe30M caniumnoBoi kucnotm (SA),
YKPINNEHHAM KMITUHHOI CTiHKW, BUPOBNSAYM nirHiH, cybe-
PWH, Kanosy, paHoBy nepuaepMy, CTBOPEHHSM BTOPUHHUX
meTaboniTiB (TepneHun, peHonu), CNpusHHAM peakLii rinep-
gytnueocTi (HR) Ta nporpamyBaHHaAM 3arnbeni kKniTuH y Tka-
HUHaX iIH(PIKOBAHUX POCIIMH, LLLO NPUrHIYYE PO3BUTOK rayCcTo-
pin natoreHa (Muche et al., 2022).

Y nucTkax crinkoro copty sumeHio (RD 2901) Ha etani
cxofiB npu 3apaxeHHi Puccinia striiformis f. 3p. Hordei
(BUKNMKaE CMyracTy ipxy Ha SYMEHi) BUSBMNEHO NiABULLEHHS
aktuBHocTi HA[®H-okcupasn, katanasu, nepokcuaasu,
depmeHTiB ackopbat-rnyTatioHoBoro wnsxy, 6inkis PR,
(heHinananiH-amiakosoi niasn (PAL), TMPO3WH-aMMOHin-ni-
a3n (TAL) i HakonuyeHHs B-rntokaHy Ta nirHiHy B KNiTUHHIN
CTiHUi pocrvHm (Singla et al., 2019).
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AHMUMIKPOOGHI crionyku. Pi3Hi npupoaHi cnomnyku, nouu-
HalYM Bid KOMMOHEHTIB KNITMHHOI CTIHKW Ta 3aKiH4ytoum
diToanekcMHamu, Pi3HUMU  BTOPUHHUMK  MeTaboniTamu,
AHTUMIKpOOHMMM nenTuaamu Ta 3axucHumm PR-Ginkamu,
3axuLLA0Th POCNMHKM Bi 3apaxeHHs i 3abe3nevytoTb cne-
LMcDiuHy CTIMKICTb Xa3sliB NPOTW NaTOreHiB, L0 HA3MBAETHCS
iHoykoBaHoto cTinkicTio (Kaur et al., 2022).

AHTUMIKPOBHI POCIIMHHI CMOMYKU 3 HU3LKOK MOIEKy-
NSIPHOIO Barok pevyoBUHM MOAINATLCS Ha ABi rpynu: diTo-
aHTUUMNIHK Ta hiToanekcuHu. PiToaHTiniHu, Taki Sk cano-
HiHW, deHinnponaHoign, ankanoiau, uiaHoreHHi rnikosuau
Ta rMOKO3NHONATA € aHTUMIKPOGHUMK crnonykamu, none-
PeaHbO CUHTE30BaHUMU POCAMHM. DiToanekCMHU yTBOPH-
I0TbCS Y BIANOBIAb HAa NATOrEHHy aTtaky i BKMOYaloTb Pi3Hi
deHinnponaxoign, ankanoigun Ta TeprneHu. MNepekpuTTa Mix
HUMM TPy aHTUMIKPOBHKX 3aC0BiB NOSICHIOIOTLCS TUM, LLO
iToanekCMHN AesKUX POCNUH MOXYTb OiSTU SK (iTOaHTW-
umMniHM B iHWKX (Gonzalez-Lamothe et al., 2009).

Cnocib xuTTa naTtoreHa, XxapakTep XapyyBaHHS i MOro
0COBNMBOCTI BMAMBY Ha KMITUHHY CTIHKY MOXYTb Bigirpa-
BaTW BaXIMBY POSfib Yy TOMY, SIK LUKIANMBI opraHiamu B3ae-
MOZIOTb i3 aHTUMIKPOBHMMM CrOMyKamm, OCKiNbKY BUPOBHM-
LTBO (hiTOANEKCUHY YacCTO 3anexuTb Big YCRiLUHOI iHAYKLT
3axuUCTy POCNUH, a iTOaHTULMMNIHOBA aKTUBHICTL BUMarae
NOLLUKOKEHHS POCMAUHHOI TKaHUHW. HekpoTpodHi rprbm
nig vac 3apaxeHHs POCAUH MatoTb CTIMKICTb | YacTo CTUKa-
I0TbCS 3 (hiToanekcMHamu, Wo iHOyKyloTbCs Y BigNoBidb Ha
iHbekUito, a BioTpodpHi naTtoreHu (HakTepii, Bipycu, Hema-
TOaM i BioTpOChHI rpmbu) B3aemogitoTb 3 dhiToaHTULMNIHAMYI
i BOMOAjIOTb [0 HUX PE3UCTEHTHICTIO, SIKi iICHYIOTb Y BUrMSAAi
nonepeaHbL0 CPOPMOBaHUX aHTUMIKPOBHMX crionyk. Edek-
TUBHUMMW aHTUMIKPOBHUMMW pEHOBMHAMU NPOTU HEKPOTPOM-
HUX rpubiB € iToaHTULMNIHW, TOAI SK NPOTU BIOTPOGHMX
naroreHis € pitoanekcuHn (Westrick et al., 2021).

diToanekcuHM Ta iHWI BTOPWHHI MeTabonitn € Hesa-
MIHHUMM XIMIYHUMMW areHTaMu 3 NepeBaXHOK (yHKLiE
CMPUSIHHS NPUCTOCOBAHOCTI POCAMH [0 LUMPOKUX MOApas-
HUKIB HABKOMMWLUHBOTO CepeaoBuLlia. 3apaXeHHs POCMUH
HekpoTpodamu, a Takox obpobka TokCuHamm iHaykye 6io-
CWHTE3 BTOPWHHMX MeTaboniTie. Lii meTabonitn KOHCTUTY-
TUBHO NPUCYTHI, YTBOPIOKOTLCA 3 YKe ICHYHUMX KOMMOHEHTIB
(cpiToaHTMumMniHK) abo CUHTE3YOTLCA Y BiANOBIAL Ha Mpo-
HUKHEHHS naToreHy (ditoanekcuHu). MNoxigHi cnonyk iHpony,
rMOKO3UHONATH, heHiNNponaHoiau, XXUpHi KUCNoTu Ta dna-
BOHOIAM — YCi BOHW 3anyyeHi JO 3aXMCTY Bif HEKPOTPOQIB.
KamanekcuH, iHgonbHa noxigHa TpuntodaHy, BBaXaeTbCs
XapakTepHUM (iToanekCMHOM i HaibinbL 4obpe onucaHum
BTOPUHHUM MEeTaboMITOM, 3any4yeHUM [0 3aXMCTy POCIUH.
[HbeKUis pisHUMK MikpoBamu iHAYKYE CUHTE3 KamanekCcuHy
B MicLj iHcbekuii, ane noro aHTMBIOTMYHA aKTMBHICTL 0BMe-
XeHa geskumun natoreHamu (Laluk & Mengiste, 2010).

Y LapcTBi POCNMH HA CbOTOAHILLHIA AeHb BiAOMO Npo
noHag 2 140 000 BTOpuHHMX meTaboniTiB, LIO BigirpatTb
3HayHy posb Yy NiABULLEHHI CTINKOCTI Ao BioTUYHOrO cTpecy
Ta 30epiraloTbCsl B cneLianisoBaHux CTPYKTypax, Takux §iK
naTekc, TPUXOMU, CMOMSHI NpoToku Towo. Lli pevoBuHU
€ HaA3BMYaMHO PI3HOMAHITHOKO KaTeropied OopraHiuHux
matepianis, ski BAPOBGNSAOTLCA Pi3HUMM OpraHiaMamu, rpu-
6amu, bakTepisMun, BOQOPOCTAMU Ta TBapMHaMK. POCIMHHI
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BTOPWHHI MeTaboniTu, Wo 6epyTb y4acTb Y TONEPaHTHOCTI
[0 6ioTMYHOrO CTpecy, NOAINATLCA Ha TEPNEHOIAN (Taki Sk
CanoHiH), beHONbHi PEYOBMHU (Taki sik hriaBoHM, NirHiH, i30-
OPIEHTWH, TaHiH, (hnaBOHOIAM Ta rMiLeOoniH) i CNonyku asoTy
(Taki sk cuHirpiH i gyppviH) (Al-Khayri et al., 2023).

TepneHu/TepneHoion € Hanbinbliow AuBepcudikosa-
HOK XiMIYHO TPYMNo BTOPUHHMX MeTaboniTiB, ska MiCTUTb
noHag 22 000 cnonyk. TepneHu, Taki SK MEHTON, kamdopa,
NipeTpuHKU, apTeMI3uHIH i papHe3on, BifirpaloTb Baxnuey
ponb NPOTW HAWMMPOCTILKMX, GakTepin i rpubis. BoHu giloTb
SIK 3aXMCHI MOIIeKyNnM Bif NATOreHiB i TPaBOIAHWX TBAPWH,
PerynsiTopu pocTy POCIMH i Cronyku, siki BNAnBatTb (0no-
cepeaKkoBaHo abo NpsIMO) Ha PO3BUTOK i PICT CYCiAHIX poc-
nuH (Tiku, 2018).

®eHonbHI XiMiYHI PeYOBUHU — Lie BENUKWUN KNac BTOPUH-
HUX MeTaboniTiB, HEOBXiOHUX ANS PO3BUTKY Ta BUXKMBAHHS
pocnuH. BoHW GepyTb yyacTb y LUIMPOKOMY ChekTpi ¢isio-
norivyHmx i GioxiMiYHMX MpoLeciB, BKIOYaUM 3axXUCT poc-
NuH Big GioTNYHKX i abioTnyHMX cTpeciB. PeHonn 3axuLla-
l0Tb POCNUHY Bif aTaku naToreHiB abo ynsTpadioneToBoro
BUNPOMIHIOBaHHS. Konu natoreHu atakytoTb, BUPOBNsTLCS
(beHOMNbHI cnonyku, Ski po3rnsaaalTbes K YacTUHA aKTMB-
HOI 3axXWMCHOI peakuii pocnuH. PaHHE Ta LWBMAKE HaKoOMNuW-
YeHHs heHony B Micui iHdekuii npusBoauTb A0 izonsuii
Ta 0bmexye nporpecysaHHs natorenis (Holub et al., 2019).

®eHoNbHI  XiMiYHI  pevyoBMHK, WO  BUPOBNATHCS
(heHiNNponaHoigHNM LUMSXOM, HAaKONUYYIOTLCS B POCAMHAX
pucy nicns 3apaxeHHs LWKigHukamu. 1o dheHonbHUX pevo-
BUH 3 MiABULLIEHOK KOHLIEHTPALIIEIO BIQHOCATLCA BaHiNiHOBA
KMUCNOTa, CUPUHIIHOBA KMCMOTa, KOPUYHA KUCNOTa i NOXIiaHi
kopuuHoi kucnotu. Lli cheHonbHI KMCNOTU nepeBaxaroTb
Y pocrnuHax pucy, ypaxeHux wkigHukamu (Rani & Yasur,
2009).

Mpy  NOWKOMKEHHI  HYTYy  KOMaXxOH-LLKiOHWKOM
Helicoverpa armigera CTilki reHOTUNU MOKa3yloTb iHTErpa-
LiNHUIA edekT NigBuULLEHOT perynsuii 3aXMCHUX KOMMOHEH-
TiB Y NUCTI, CTIHKaxX CTPYYKIB i HACIHHI, TakMX K NocuneHa
aKTUBHICTb KaTanasu, nepokcupasu, rnytaTioHpeayKTasu,
noniceHonokcuaasn Ta heHinanaHiH-aMoHiasu, 3MiLlHEHHS
KNITUHHOI CTiHKK, @ TakoX HakonuueHHs H,O, i saranbHux
teronis (Noreen et al., 2024).

CopTv nweHuui, SKi MaloTb GinbLL BUCOKWIA piBEHb KIi-
TUHHO-3B’A3aHUX | PO3YMHHUX (DEHONIB, MEHLL BpPa3nuBi
00 3nakoBoi nmonenuui (Rhopalosiphum padi) nopiBHSHO
3 COpTammn 3 HWXYMMM KOHLEHTpauisamu ceHonis. Jlucta
MonyHWUi, SKi MaloTb BULLY KOHCTUTYTUBHY KOHLIEHTPALiito
(peHOMNBHMX PEYOBUH Ha OCHOBI KaTexony, € BinbLu CTINKMMK
[0 naByTWHHOrO Kkniwa (Tetranychus urticae). KoHueHTpauis
theHONbHUX PEYoBUH Y KOpi amepukaHcbkoro byka (Fagus
grandifolia) 3anuwanacs nigBULLEHOK HaBITb Yepes LUICTb
micauis nicna Hanagy Nectaria coccinea var. Faginata
(Bennett & Wallsgrove, 1994).

o6 3anobirtn xBopobi Lnbynesoi NASMUCTOCTI, LLO
Buknukaetbca Colletotrichum circinans, 3apaxeHHi nycku
LUmMByni HaKoMMYyTb KaTexon i NPOTOKaTEXIHOBY KMCMOTY.
PocnuHu ToMarTiB pearyioTb Ha 3apaxeHHs ¢ys3apios-

HUM B’AHeHHAM (Fusarium oxysSporum) HaKOMUYeHHsM
(PEeHOMbHUX XIMIYHUX PEYOBWH, Y TOMY uucni depyno-
BOI, KaBOBOi Ta BaHiNoOBOI KMCMOT Yy MUCTKAX i KOPEHSX
(Pratyusha, 2022).

Y CTINKOrO COHSILUHWKY Yy BIiANOBiAb HAa 3apaXeHHs
O. cumana (BOBYOK COHSALLHMKOBWI) BifByBaeTbCs iHAyKOBa-
HUI cMHTE3 KymapuHiB (Serghini et al., 2001). Y niHii coHsaLw-
Huky PHSC1102-0, wo Hece reH cTivkocTi Or SlI, deHonbHi
cnonyku 6epyTb yyacTb y 3aTpuMLi PO3BUTKY NapasuTiB
nicns Toro, sk 6yny BCTaHOBINEHI CyAWHHI 3B’A3KN Xa3siH-na-
pasut (Fernandez-Aparicio et al., 2022). Y pocnuH BuUku
(Vicia athropurpurea) y Bignosige Ha ataky O. aegyptiaca
i O. crenata cnocTepiraeTbCsl HaKOMUYEHHS (PEHOMBHUX
CNonykK i NirHigpikais nepuumrky rocnogaps Ta eHToAepMu,
Lo 3anobirae NPOHWUKHEHHIO MapasuTiB y CyOUHHWUIA LMNIHAP
KOpeHs Ha paHHix ctagisx iHdekuii (Pérez-de-luque et al.,
2005).

Y BignoBigb Ha iHgiKyBaHHS rPMOKOBMM MaTOreHOM
Magnaporthe oryzae pocnuHu pucy iHOYKyBanu YKpi-
MMEHHS KNITUHHOT CTiHKW, aKTMBHICTb (heHinanaHiH-amo-
Hiasn (PAL), HakonuueHHs 6anoreHiH 3-O-uenobiosuzy,
npobeHason-iHgykosaHoro 6inky 1 (PBZ1) i dpeHinnpona-
HoigiB (Ma et al., 2020). lNpu 3apaxeHHi aHTPaKHO30M,
BUKNukaHum rpubom Colletotrichum gloeosporioides, skuii
€ HaNMOLLMPEHILUMM | CepNO3HUM Nicna3bupanbHUM 3aXBO-
proBaHHAM GaraTtbox TPOMIYHWUX (PPYKTIB, BUSIBMEHO 3Mill-
HEeHHS1 KNITUHHOI CTiHKW, NigBULLEHEe HAKOMUYeHHSA dnaso-
HoOigHUX cnonyk (Zhu et al., 2022).

BucHoBku. KniTMHHa CTiHKa € nepLuol NepeLLKkoaoto,
AKy MalTb nogonatu natoreHn. KniTuHHI 0BOMOHKM Khi-
TWH, LLO POCTYTb, MaloTb «NepBUHHY» Byaosy. BoHu fosoni
enacTuyHi Ta 34aTHi poCcTW LINSXOM po3TAryBaHHa. [o
cKnagy KniTUHHWUX CTIHOK BXOASATb LIENono3a Ta PeyoBuHM
MaTpuKCy (reMiuentonosu, nekTuHy Ta Binku). Y knituHax,
Lo BXe copMyBanmcs, KMiTUHHI CTIHKM MOCUMEHI MirHiHO-
HOM, Cy6EepUHOHOM, Kanosoto.

KoXeH i3 KOMMOHEHTIB KMITUHHOI CTiHKM pobuUTb CBIN
BHECOK Yy (POPMYBaHHS CTINKOCTi [0 naToreHis. 3anyyeHHs
€rnemMeHTIB KNITUHHOI CTIHKM POCAWH Yy npouecax CTilKko-
CTi OO naToreHiB noB’si3aHe, §K i3 hyHKUiE isuyHoro
H6ap’epa (nacvBHa CTIWKICTb), Tak i ABOPIBHEBUM iMYHHUM
mexaHismoM akTueHoro 3axucty (PTI i ETI), wo cnpunuu-
HSIE 3MILHEHHS! KMITUHHOI CTIHKM Yepe3 OCafpKEeHHS Ha Hil
nirHiny, cybepuHy, Kanosu, aHTUMIKPOBHUX cronyk i none-
peyHe 3LIMBAHHS 3axMCHUX BinkiB. lNaTtoreHn CekpeTyoTb
hepmeHTH, 3aaTHi PO3LLENMOBATA KOMNOHEHTU KNITUHHOI
CTiHKW, Ta eeKkTOpHi Binku, ki NPUrHIYYIOTb IMYHITET poc-
NWH | NepeLLKoAKalTb J0AATKOBUM 3aXUCHUM KMITUHHUM
npouecam.

Mig yac 3apaxeHHs NaToreHoM i BMi3HaBaHHI NOro poc-
MWHOI0 Ha MigcTaBi IMYHHOI BIAMOBIAI Y MiCUSX KOHTaKTY
MOXYTb BUHUKATU 3aXWCHi peakuii y BUIMA4i YKpiNneHHs
KNIiTUHHOT CTiHKM Yepe3 nonepeyHe 3LwMBaHHs Ginkis Ta oca-
[DKEHHs1 Ha Hi MeTaboniTiB (NirHiH, cybepuH, kanosa), Hako-
MUYEHHS TOKCUYHUX (PEHOMBHUX CMOMYK i 3aXMCHUX Binkis
(PR) y TOYLi iHChiKyBaHHS.
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Involvement of cell wall components in plant protection reactions against pathogens

The review considers the involvement of cell wall components and its strengthening through cross-linking of proteins or
deposition of metabolites (lignin, suberin, kalose), accumulation of toxic phenolic compounds, and protective PR proteins
at the point of infection in the mechanisms of immunity to pathogens. The components of the cell wall are analyzed as the first
obstacle that pathogens must overcome to colonize plant tissues. The involvement of the cuticle as a component of the cell
wall in the barrier against phytopathogens and pests is characterized, and how most fungal pathogens can penetrate
cutin and wax. The structure and role of cellulose microfibrils, pectin, hemicellulose, structural proteins, lignin, callose,
and suberin of the cell wall in the mechanisms of immunity to pathogens are presented. The role of cell wall strengthening
as a protective response of plants to pathogen infection is considered. It is outlined that during infection with a pathogen
and its recognition by a plant on the basis of an immune response, the cell wall can be strengthened through cross-linking
of proteins or deposition of metabolites (lignin, suberin, kalose), accumulation of toxic phenolic compounds, protective
proteins PR at the point of infection. Successful protection at the cell wall level can stop the invasion of pathogens at an early
stage of infection. Research results on various enzymes produced by pathogens to degrade the cell wall to facilitate plant
infection and bypass the multi-level of protection method are summarized. Due to the possibility of pathogen infection
of only dicotyledonous or monocotyledonous plants, the different composition of the cell wall structure of monocotyledonous
and dicotyledonous plants and different enzymes for degradation of the polysaccharide material of the cell are separately
outlined. Itis considered how plants resist the invasion of biotrophic and hemibiotrophic pathogens by means of the apposition
of “papillae”, which is a thickening of the cell wall that occurs early in the place of penetration of pathogenic organisms. It is
shown how various pathogenic fungi (necrotrophs, biotrophs and hemibiotrophs), bacteria, viruses and nematodes bypass
the protective mechanisms of cell wall components that are widely involved in plant immune responses to pathogens.

Key words: cell wall, pathogen, plant immunity, cuticle, cellulose, pectin, hemicellulose, lignin, callose, suberin, fungi,
bacteria, viruses, nematodes.
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