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CTIMKICTb POCJIMH 10 35YIHUKIB
SIK PE3YJIBTAT B3AEMO/II T'EHIB

Cyuacna iHghopmayis w000 eeHOMIKU POCIUH Ma 30YOHUKIG IXHIX 3AX80PI08AHb | OOCACHEHHS MOJle-
KyApHOi 6i0on02ii 0anu 3mMo2y KOHCmamy8amu yuacms npooyKmie 2etie, OiiKie, 8 OpeaHizayii CK1aOHUX
MONEKYAAPHUX KOMNAEKCI8, AKI 30uparomuvcs 01s peanizayii neenoi oznaxu ¢enomuny. O3naxa cmiii-
KICMb/4ymaugicms poOCiuHu 00 NeBHO20 OIOMUYHO20 YUHHUKA YIKAea wje 1 mum, wo 8i00y8aemuvcs
63A€MO0IS He TUULEe MIJIC 2eHAMU 0OHO20 OP2AHI3MY, A UL MIJC 2eHAMU OP2aHI3MI8, AKI HALeHCams 00
PISHUX Yyapcmes JHcuso2o.

Cmitixicmb pociun 00 namozeHie modice Oymu nacugHoio (3abe3neuyemovcs NepesadcHo O3HAKAMU
Mopgonozii pocaunu) i akmugHoro. AkmusHa cmitkicms popmyeEmovcsa 6HACAIOOK NPOHUKHEHHS 00 POCIU-
Hu 30y0HUKA abo 1020 enicimopie ma eghekmopie. AKMuUGHUL 3aXUCH POCTUHU HA MOLEKVIAPHOMY DI6HI
supasxcacmuvca 6 3anycky MAPK-xkackaoy, naxonuuenni akmusHux opm Kucwio, 30inbuleHHi nomoxy
HOHIB KAbYII0 00 KATMUHU. AKMUBHUI 3aXUCTN MOJICe Peani3o8y8amucs Ha 080x pisHax. [lepwuil pigens,
PTI (PAMP Triggered Immunity), pozeusaemucs y 6i0no6iob Ha KOHMAKM POCAUHU 3 WUUPOKUM CHEKMPOM
Headanmosganux namoeenie. Cmilikicme (imMynimem), wjo npu yboMy ¢opmyemucs, HA3UBAIOMb Hecneyu-
Giunor, abo copuzoHmMarbHo0, b0 KinbKicHow. MoneKyiapHuM IHCMPYMEeHMoM THIyiayii 3aXUcHux pe-
axyiu € peyenmopu PRR (Pattern Recognition Receptors). Adanmoegani namoeenu 30amui doramu PTI,
HAOCUNANYY 8 POCTUHHI KIimunu eghekmopu. Lle 6inkosi monexyiu, QyHKYieo aKux € CMmEopeHHs cepe-
OUHI KIIMUHU YMO8, Oinbiu nepmicusHux 01 30yonuxa. Egexmop mooace posniznasamucs cneyuivnum
peyenmopom pociunu NLR (Nod-Like Receptors), i mioic Humu 8i00ysaemuvcs komniemenmayis. € inwi
cneyuiuni pocaunni moaexyau, nonNLR, 3 inwum munom 63aemo0ii 6i1kosux npooykmis 0 po3nisHa-
sanms. B obox eunadxax pozeusaemuca opyeuil pieens zaxucmy, ETI (Effector Triggered Immunity). [le-
PeniK MONEeKYIAPHUX NPoYecie Ha OPYeOMY PIGHI 3aXUCmy He 8IOPIZHAEMbCA 810 nepeniKy nepuio2o pieHs,
npome npoyecu 8i00y8ar0Mvcs Oinbl THMEHCUBHO | CYNPOBOOICYIOMbCI 3A2UOENNI0 BPANCEHUX KITMUH.
L]e nepeuwtkodaicae nodarbUWOMy PO3NOBCIOOACEHHIO 30YOHUKA NO pocauni. Monekynsapui nodii nepuiozo
ma 0py2oeo piHis 3axucmy He € i301b08anuMu. B3aemooito misc Humu i3 3a1yUeHHAM NPOOYKMIE POCIUH-
HUX 2€Hi8 I 2eHi6 30YOHUKA ONuUcyomv Mooeni «zig-zag-zigy, «invasion modely, inmeeposana mooens
aticoepea. Bzaemodiro pociunnux eemie 0nsi po3nizuamHa egekmopa Onucyioms MOOeli «0XOPOHeYby
i «nosnosauy. s iniyiayii 3axucHoi peakyii pociunHi peyenmopu, siKi Moducymy iHo0i oughepenyirsa-
MUCA HA CeHCOpU Ma Xeanepu, Ymeopioms OiIK08I KOMNIEKCU, Pe3UCTOCOMU.

Kuro4uoBi cioBa: cTiliKicTh pOCIINH, POCIIMHHI TeHH CTIMKOCTI, €EKTOpHU MaToreny, R-Avr B3aeMOJis,

pe3ucTocoma.

Beryn
Bzaemonist TeHIB — OnHE 3 KJIACHYHHX IHTaHb

SIKII10 TOPIBHIOBATH TEKCTH Pi3HUX JKEPEI, IPUCBS-
YEHHX B3a€MOJIii T'€HIB, B OYi BMAJAIOTh JIBI PEYi:

reHeTuKH. Teopist B3aeMofii, (hopMyTIOBaHHS TTOHSTH,
TEPMIHOJIOTISI TIPO B3a€EMOIII0 TCHIB PO3BUBAIUCH
3 gaciB (hopMansHOi reHeTHKH. Lle muTanHs BUCBITIC-
HO B KOHIIENITyalTbHiH stiTeparypi 1970-1980-x pokis.

© Iasnwox [. B., Tepnoscora T. K., Aumoniox M. 3., 2024

TO-TIepIIIE, SISl OHUX 1 THX CAMHUX THITIB MIKT€HHOT
B3a€MOIIT (a THIIM B3a€MOJIIT OI[IHFOBATIMCH BUKITFOU-
HO Ha ()EHOTHITHOMY PiBH1) HABOAWIIN OJIHI i Ti cami
MIPUKJI]IH, 1 HIIKX Y JTITepaTypi 3HAUTH HEMOXKITHBO;

© Hauionanbuuii yHiBepceuteT «KneBo-MorussiHCbKa akaieMis» (3aCHOBHHUK 1 BUIaselp), 2024
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MO-ZIpyTe, ABTOPH TEKCTIB OINEPYIOTH ONUHUIIIMHU
anenb rexa. [IunryTs: anens A (Tepiioro reHa) BIjiu-
Ba€ Ha anenp B (Ipyroro reHa) TakUM UYWHOM,
o anenb A He mposiBisieThest. Lle — moMiHaHTHUNA
emicra3. Ha 3miHy epi opMalibHOT TEHETHKU TMPH-
HITa epa TeHEeTUKH MOJIEKYIISIPHOI, MpaBUJIbHIIIE
CKa3aTh — epa MOJEKy/sipHOi Oiosorii. CTano Mox-
JIUBMM TIEPEBECTH B3a€MOJIiI0 MK T€éHAMH B ILJIOIIH-
HY (DI3UKO-XIMIUHOI B3aEMOIIT MiX MPOIYKTAMH iX-
HBOI ekcrpecii — Oinkamu. Le cranocs 3aBasku nosisi
aJICKBaTHUX METOJIB MOJICKYJISIpHOT O10JI0Tii, SIKi
IIOPOKY TIOMOBHIOKOThCS. [IpuIyImienHs, mo cTifKicTh
pociuH 10 30y[AHWKA, MPHHANMHI 00JiraTHOTO 610~
Tpoa, popmyeThcs K pe3yabTaT KOMIUIEMEHTap-
HOT B3a€MOJIii TEHIB PI3HUX T'CHOMIB, 3 IBUJIOCS Ha-
npukiHni 1940-x pokiB, ane 3aralbHONPHHHATUM
TOTVISIIOM Ha (POPMYBaHHSI CTIHKOCTI Y POCIIMH CTaJI0
Habarato mizHime. bimxye 10 kiHng XX CTOMITTA
MOJICTTh B3AEMO/IIT T€HIB YCKIIQIHUIACh, TOMY IO JUTS
PO3BHUTKY PE3UCTEHTHOCTI POCIMHH 10 30yIHHKA
B3a€MOJIIFOTh TEHU HE JIMIIE POCIIMHH 1 TIATOTEHY, a i
BJIACHE POCIMHHI reHH. | 10Boi MBUAKO BifOyBAETh-
sl YCKIIAJTHEHHS I€T MOJISNI 13 3aTyYeHHSIM He JIUIIe
POCTIMHHUX TEHiB, 110 B3a€MO/IiIOTh, a i TeHIB MaTo-
reHy. [eHerwka (OpMyBaHHS CTIHKOCTI POCIHH
JI0O TIaTOTeHYy BHSIBWJIACH HAJ3BUYANHO IIKABHM
1 0araTuM Ha €KCIIEPUMEHTAIILHI MPUKITIAIU TTOJIEM
y TEHEeTUIi. Y HalmoMy OISl MU OOMEXHMOCS
PO3NISAIOM CTIHKOCTI POCIIMH JIUIIE 10 OONIraTHUX
6ioTpodis. BBaxkaemo, 1m0 Hakonu4YeHHs (HaKTH4-
HOT'O Marepiaiy i CTIHKICTh OJTHOTO BHJTY JIO 1HIIIOTO
CHiJi pO3MIAJATH OKPEMO JJsi PI3HUX MaTOTeHiB
1 MKIAHUKIB pociuH. Lle macth 3Mory 3rogoM BH-
SIBUTH BY3JI0BI MOMEHTH Ha IUISXY B3a€MOJii TeHiB
(1XHIX MPOJIYKTIB), IKUMH XapaKTepH3yeTbes (op-
MYBaHHsSI POCJIMHHOTO IMYHITETY A0 POCIMHHHX
MIATOTCHIB 3aTaJIOM.

Tunu cmiikocmi pociaun 00 MIKpOOHO20
30y0nuKa

VY NpupoIHUX CepelOBHINAX ICHYBAaHHS POCIHHA
MOCTIMHO TiCHO KOHTAKTYIOTh 3 O10T€HHUMH CTPEeco-
pamu, 30KpeMa 3 TaKAMH MIKpOOpraHi3MaMH, SK
rpubu Ta OakTepii. 3a CHiIBHOI €BOMIOLIT POCIUH
1 MIKpOOPT-aHi3MiB C(POPMYBAIIHCS CHCTEMH MOJICKY-
JISIPHO-TEHETHYHUX B3a€MOJIH MiXk MpeCTaBHUKAMHU
PI3HHX ITaPCTB, 3aBISKU SKUM POCIIHA MOKE PO3BH-
BaTé (DEHOTHI CTIHKOCTI 10 30ynHHKA/30yTHHUKIB,
a MaToreH — 3/[aTHICTh BpaKaTH POCIIHMHY, 00 BHKO-
pucTartH 1l BHYTPIIIHBOKIIITHHHI pecypcu sl Biac-
HOT penpoykiii [1-4].

Cepen cucteM 3aXuCTy, MO X PO3BUBAIOTH POC-
JIMHHA, PO3PI3HIIOTH CHCTEMH ITACHBHOTO Ta aKTHB-
HOTO 3aXHUCTy. EleMeHTH MacuBHOTO 3aXHCTy — L€
(izuko-ximiuHi Oap’epu, TOOTO BOCKOBa OCYyTa,

KIITHHHA CTIHKA, BTOPHHHI METAOOJITH 3 Pi3HOIO
npoTtuMikpoOHoto aktuBHicTiO [1,2]. IlacuBHi Me-
XaHI3MHM CTIMKOCTI 3arajoM € YHIBepCaJbHUMHU
JUISL POCJIMH, BapilOIOYM JIMILE 3aJIe)KHO BiJl TaKCo-
HOMIYHOTO CTaTyCy BHUY. [lacHBHUMMU 11i eleMEHTH
CTIMKOCTI Ha3MBAIOTh TOMY, IO PHCU CTIHKOCTI
(OpMYIOTECSI HE3aJIe)KHO BIJI TOTO, UM aTaKye poc-
TUHY natoreH [3,5].

AKTHUBHY CTIHKICTB, III0 PO3BUBAETHCS SIK BiJIIO-
BiJIb POCIIMHM Ha KOHTAKT i3 MAaTOTeHOM, MOAUISIIOTH
Ha HexXassichKy (non-host resistance), ado cTiHKICTh
HINPOKOTO CIIEKTPa, HeCTICNN(iUHY Y1 TOPHU30HTAb-
Hy CTiMKicTh [4,6-8], Ta xa3siiceky (host resistance),
a0o pacocrenudiuHy Ui BepTUKANBHY CTIHKICTb [4,9)].
AKTUBHA CTIHKICTh POCIIHMH JIO MATOTCHIB PO3BHBA-
€TbCS, SKIIO MIKpPOOpraHizM(u) po3Mi3HAE(10)ThCs
MEeBHUMH ITMTOIUIa3MaTHYHUME a00 BHYTPIIIHBO-
KIITHHHUMH PEIENTOpaMH, SKi B Pe3ysbTaTi LbOTO
aKTHBYIOTh IMyHHI BIAMOBI pociuHu [1].

Monexynapne niorpynms akmuenoi cmiiikocmi

INTatoreHHMii MIKpOOpraHizM, MHOTPAIUIAIOUN 0
POCIIMHH, MPOIYKYE 1 BULISE B POCIIMHHE CEPEIOBH-
mie (amomnact, KITHHN) NeNTUAM, Pi3Hi Hoicaxapu-
JTM, TICNTUAONTIKAHH, JIMiaH, (parMeHTH HYKJIeiHO-
BUX KHUCJIOT. 3a MOXOKEHHSM BOHU € 30BHIIIHIMU
IUTSL POCIIMHY, CTIPUMMAIOTHCS POCITMHOIO SIK TyKUHHI
MOJICKYJIH 1 Pa30M CTBOPIOIOTH KOHCEPBATHBHI MATO-
TeH-acoliioBani MoekynsipHi marepuu  (Patogen
Associated Molecular Patterns, PAMPs), abo MAMPs
(Microbe Associated Molecular Patterns). OrHo4acHO
pOCIIMHA BUALIAE B MO3AKITITHHHE CEepeloBHUIIE (amo-
TUIACT) MOJICKYJIM Ta iXHI YACTHHH, SIKi yTBOPIOIOTHCS
B pe3yNbTari MOMIKOKEHHSI POCIMHHUX KIITHH 1 JUIs
pocmuHE € curHaimamu HebOesmekw. Lli Momexymm
dopmytote Damage-Associated Molecular Patterns
(DAMPs) [10]. 3ramani MOJEKYJISApHI MarepHA poO3-
Mi3HAIOThCS  pOCIMHHUMHU penentopamu  PRRs
(Pattern Recognition Receptors) [11], 1 3amyckaeTbest
¢dopmyBannst PAMP-cnpsimoBaHoro  imMyHIiTETY
(PAMP Triggered Immunity, PTI a6o MTI) [11-13].
PRRs npencrapneHi penentopornofiOHuMy KiHa3aMu
(Receptor-Like Kinases, RLKs) Ta penenTtopomno-
nioaumu Oinkamu (Receptor-Like Proteins, RLPs).
Pocauani RLKS cxiiagaroTbes 3 MO3aKIIITUHHOIO
EKTOJIOMEHY, TPAaHCMEMOPAaHHOIO JOMEHY Ta IUTO-
TTa3MaTHYHOTO KiHa3HOTO IoMeHy. RLPs Ha Biami-
Hy Bil RLKSs KiHa3HOTO IOMEHY HE MaroTh [5].

Posniznarmmm PAMP, PRRs 3amyckaroth cwur-
HAJBHUN KacKaJ, IKHi aKTUBYE peakiii /i 3a6e3-
MICYCHHST 3aXHCTy POCIMHH BiJI IIaTOTCHY, OTXKE,
dopmyetsest PTI (Pathogen Triggered Immunity):
MAPK-kackaa, BHKH]I aKTHBHHX (OPM KHCHIO
(ADK), Bukug Ca*. Bci mi MoiekymspHi MOl
€ elleMEHTaMH 3axXHMCHOT peakiii pocmunm [12,14].
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OxcuaTHBHUN BUOYX € OHIEI0 3 TIEPIINX IMYHHHX
peaxiiii pociuH, BiH MOB’SI3aHUA 3 HATIYTIUBOIO
BimnoBiIro [15,16]. ADK €, cepen iHIIOTO, CHT-
HAJIBHOIO MOJIEKYJIOIO 3 aHTHMIKpDOOHHMMH BIIACTHU-
BocTsimu [15,17]. BTropuHHUMIT MeceHKep KabIlii
BiJIirpa€e BEIWYE3HY POJIb Y PO3BUTKY peakiiii poc-
muHM Ha ctpec. [llupoko Bimome HOro 3Ha4YeHHS
JUTSL aroNITO3Y, BiH PETYIIOE Mepeaady ASsSKUX CHr-
HaiB. Yci iepeniueHi MOJIEKyISIpHI MOJIii € CKIIa10-
BUMHU YaCTUHAMH PO3BHUTKY CHCTeMHOI HaOyToi
pesucrenTHOCcTi (Systemic Acquired Resistance,
SAR) [15].

OTtxe, pociimHa pearye (GopmyBanHsMm PTI Ha
Oyab-sikuid maroreH. llaTtoreHu, siki BHKJIMKAIOTh
PTI, nasuBaroTh HeajmanToBanumMu. Ha HeamanToBa-
Hi MATOTCHU POCIIMHA pearye HecnenngiaHowo ado
TOPHU30HTAILHOKO CTIMKICTO. [laToreH Mae MOXJIH-
BiCTh 3]10JIaTU TaKy CTIHKICTb, TOMAI BiH OTPUMYE
cTaryc amanTtoBaHoro naroreny [1]. Jlis Toro mo6
o0iiitu cuctemu 3axucty pocnux PTI, aganToBani
MIATOTCHU CEKPETYIOTh BEIHKY KiTBKICTH MOJCKYII-
e(eKTopiB, SIKi CIPSIMOBYIOThCS 0 pocauHH [18].
Edextopu MoxyTh OyTH TO3aKIITHHHHMH, TOJI
BOHM IIPOCTO YHMKarOTh KOHTakTy 3 PRRs, He po3-
Mi3HAIOThCS 1 He BUKIIMKaTh PTI 3 00Ky pocnuau
Ha ajganToBaHuid 30ynHuK [19]. Ti edexropu, sxi
MOTPAIUIAIOTh 10 KIITHHU, MOXKYTh BIUIMBATH Ha
KOMITOHEHTH IMYHHOI CHCTEMHU POCIUHH, IOJIATH
IMYHITET 1 CHpHUSTH Bpa3IuBii peakiii. ko poc-
JIMHA Ma€ TeHU CTIMKOCTI 10 Takoro 30ynHHKa
1 TIPONYKTH TaKWUX TI'eHIB PO3Mi3HAIOTH €PEeKTOop,
pO3BUBAEThCA  e(peKTOp-acoliiioBaHUI  IMyHITET
(Effector Triggered Immunity, ETI) [20].

Jns opranizamii 3axucTy BiJ aAanTOBaHHX
MaTOTeHIB POCIMHU MalTh BHYTPIIIHBOKIIITHHHI
NOD-nozioHi peuentopu (Nod-like receptors, NLR)
3 HYKJIICOTHI-3B’I3yBaJbHUMH CaiiTaMu Ta Oararu-
MU Ha JIEUIIMHOBI OBTOpH foMeHaMu. Came i pe-
LENTOPH, SKIIO PO3IMI3HAITH €(PEKTOPHY MOJIEKYITY,
aKTUBYIOTH e(exTop-acomuiiioBanuii imyHitet (ETI),
SIKM{ € IPYTUM PiBHEM aKTHBHOTO 3aXHCTY POCIUH
micist PTI. Pesyneratom aktuBanii ETL, sk 1y pasi
Hecnerudivnoi cTiiikocTi, € 3amyck MAPK-kacka-
ny, Bukun ADK, migsumienns pigas Ca’' ta 3minn
ropmoHajgbHoro Qony [21,22]. OnHak iHimiamis
samycky ETI mae BucokocnenudiuyHuii xapakrep,
PO3BUBAETHLCS SIK pEaKIlis Ha aJIaTOBAHOTO 30y/IHU-
Ka 1 9aCTO CYNPOBOKYETHCS HATUYTIUBOIO BiIIO-
BIJITFO Ta IPOTPAMOBAHOI0 CMEPTIO KIIITHH Y MICITSIX
ypaxeHnHs. L{e nepemnrkomkae NOMMUPEHHIO 1HPEKITIT
M0 POCIIMHI, TOOTO BiIOYBAEThCS OOMEXKEHHS OCe-
penky ypaxkenHs [23].

['enn pocnuH, siKi 37aTHI 3a0e31eYyBaTH CIICIH-
(biyHMiA 3aXMCT Big OJHOTO 4u Oijblle MTamiB
MAaTOTeHy, HA3WBAIOTh TCHAMH PE3UCTCHTHOCTI

(R-renamu), ab0 reHaMH BEPTHKAIBHOI CTIHKOCTI.
Xoua He Bci NLR KomyioThcst R-reHamMH, yci BOHU
BIJIITParOTh POJIb Y CTIHKOCTI POCIIWH JI0 PUHAWMHI
OJTHOTO IATOI€HHOTO opraHismy [12].

TepMiHu «Hexa3sichbKa CTIHKICTB)» Ta «Xa3sichKa
CTIHKICTBY, SIKI 4acTO TPAIULIIOTHCSA B JIITEPATypi,
CaMOCTIIfHOTO 3HA4YEeHHS HE MaIOTh, iX 3aMIHIOIOTH
Ha TEPMIHU «CTIMKICTh JI0 HEaJalTOBaHUX 30yTHH-
KIB — HEXa3shChbKa», «CTIMKICTH /10 aJanTOBaHUX —
xazgiceKka». Hexassiicbka CTIMKICTE (QOpMyeThCs
POCIIMHOIO B Pe3yJIbTaTi KOHTAKTY 3 MPEACTaBHUKA-
MH BCBOTO PO3MAiTTs MiKpOOHHX 30y/THHKIB, SIKi Bpa-
JKArOTh POCIIMHY (HecrnenrgiyHa CTIHKICTB), 1 3a0e3-
HEeYyeThCsl BCIM CHEKTPOM MOJEKYJISIPHHUX IOJiH,
SIK1 BXKe 3rajiaHo Juis Hecrierudivaoi criiikocti. J{o
TOIO K TOJAETHLCS ITACUBHA CTIAKICTD.

XasglicbKa CTIMKICTh — 1€ CTIMKICTb 10 a1aIlTo-
BaHUX IaTOreHiB, 3abesmeuyerhest ETI 1 merkxo
JOTAETHCS 30YTHIKOM, IOHHO PELENTOP POCIHHU
nepecTae po3mizHaBaTH edekTop 30yaHuka. ToOTo
CTIMKICTB JI0 aJaNTOBAHNX 30yIHIKIB PO3BUBAETHCS
B pe3yabTaTi B3aeMOAil MPOAYKTIB TCHIB, OJIUH
3 SIKUX € YaCTHHOI0 TeHOMY POCIUHHM, a IHIIHH —
YaCTUHOIO TeHOMY 30y/nHUKa. SK eexTop, Tak i pe-
[ETITOP MOXYTh 3MIHUTHCS 3aBISIKU BiIOMUM T'eHeE-
TUYHUM MpolecaM, IO PO3LUIMPIOIOTH MiHIMBICTh
opraHiamy. Kpim TOro, 3MiHa MOXXE€ TOPKHYTHCS
CMIreHeTHYHOTO0 PIBHA pealizamii TI'eHeTHYHOI
iH(popMarrii, ToOTO peryssmii 1 excrpecii. B 060x
BUIQJIKAX BTPAYAETbCS MOXKIIMBICTh peakilii pos-
Mi3HaHHSA eeKkTopa 3 00Ky MPOIYKTY TeHa CTIHKOCTI
1 pOCIIMHA CTa€ BPa3IUBOIO.

Hexasstiicbka CTIMKICTB, SIK 1 Xa3sgichbKa, MOXKE
BUPAXKATHUCS SIK PEAKIis TIepUyTINBOCTI 3 (hopMy-
BaHHSAM oOcCepenKy amonto3dy. [Ipore BBakaroTh,
10 HAAYyTINBA BIIIOBIAb y PE3yNbTaTi peakxiii
Ha aJIarToBaHi rPUOHI ATOTeHH TPUBAE JIOBIIIE, HIXK
Ha HeazaanToBaHi [4]. Came Xxa3siicbka CTIWKICTh
KOHTPOJIOETECS  3AE0UTBIIOT0 B3a€EMOIEI0  «TCH
Ha TeH» MK R-TeHaMM Ta TeHAMH aBipyJIEHTHOCTI
NaToreHiB (4vr-reHaMu), siKi MPOAYyKYHOTh e(heKTo-
pu [1,24,25].

byoosa monekyn, ujo 6epymeo yuacmeo 6 opzami-
3ayii cmiiikocmi

Mousekyiu 3 60ky pocauHu. Ha cboroni onu-
CaHO TIPUHANMHI YOTHPH TUITH MOJICKYII, K1 OepyTh
y4acTb B OpraHizaliii CTIHKOCTI pOCIIMH uepe3 aKTH-
Barito mexaHismiB PTI/ETI. Monekysiu Tumy 1 BH-
KJIIMKAIOTh pacocnenugiuny cridikicts, ETI. Bonn
MPEJCTABIICH] BHYTPIIIHBOKIITHHHAMA IMYHHHMHA
peuentopamu. [To-niepie, e NOD-noaiOHi penen-
topu NLRS 3 meHTpalmbHUM HYKJICOTHI-3B’SI3Y-
BaJbHUM JIoMeHOM (central nucleotide-binding and
oligomerization domain, NOD) [5]. 3aiexHo
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BiJl CTPYKTypu N-KIHIISI PO3PI3HSIOTH PELEHTOPH
CNLs (31 cmipansauM gomenom coiled-coil, CC),
TNLs (3 Toll-omi6HMM iHTepIielikiH-1 N-KiHIIeBHM
JIOMEHOM) Ta 3 JoMeHOM RPW8 — nomenom cTiiiko-
cTi 10 6opomHUcTOT pocu 8 (Resistance to Powdery
Mildew 8). [pyruii crispHMN A BCIX TakUX pe-
nentopiB jomeH — LRR (Leucine Rich Repeat)
Ha C-kiHmi. baratuii Ha JCHIMHOBI 3aIMIIKH,
MIHJIMBHH, BIJINIOBIJIa€ 3a PO3IMI3HAHHS edeKTopa.
Hyxneotun-3’s3yBansai  gomenun  (Nucleotide
Binding, NB) pasom 3 gomenamu APAF-1
(Apoptotic Peptidase Activation Factor 1), R-ome-
Hamu Ta CED-4 nomenamu (Cell Death Protein 4)
¢dopmyrots ueHtpanbHuii  NB-ARC gomen 3
AT®-3B’s13yBanbHO0  akTUBHICTIO [26]. Ilicns
posmizHaHHS edekropa 3 6oky LRR konpopmaris
(docdar-3B’s3yBanbHOl  TeT1i  gjomeHny NB-ARC
3MiHIOeTECS, AJID  dochopunroetscst 1o ATO
Ta BinOyBaeThes aktusamis NLR [27]. [To-apyre,
ne Mosiekyau non-NLR, siki MicTATb TaHIeMm
JnoMeHiB kiHaza-miceBaokinaza (Tandem Kinase
Proteins, TKP) [25,28]. Taki 0inku KOAYIOThCA
reHaMHU CTIHKOCTI 70 OopomHuctoi pocu Pm24
Tta WTK4, TeHOM CTIHKOCTI 10 CTeOI0BOT ipKi AU-
MEHIO Rpgl Ta TeHOM CTIHKOCTI MIICHUII 10 KOB-
toi ipxi Yri5 [29,30].

Tunu iMyHHUX MOJieKyn 2—4 BuKiIHKawoTh PTI.
Bonu po3ni3Hat0Th MONEKYNSIPHI HACTIKH METa0o-
JIIYHOT aKTUBHOCTI MATOTeHY B POCIWHI 4epe3 pe-
nenropu PRRs [21]. [lo Mmonekyn Tumy 2 Hanexarsb
penenropornonioni kiHasu (RLKSs) ta penenTtopo-
noxi6Hi Oinku (RLPs). RLKs MicTsTh ekTomomMeH
(ECD), TpaHcMeMOpaHHHMI JTOMEH 1 IMTOIIa3Ma-
THYHHAKA KiHa3HUK aoMeH, a RLPs ocTaHHBOro m0-
MEHY HE MaioTh. EKTO/OMEH MICTHTh HU3KY JOMe-
HiB (LRR, lysine motifs (LysMs), JeKTHHOBHIA,
malectin-like, epidermal growth factor (EGF)-like),
sIKI BUKOHYIOTh (pyHKIII0 po3mizHaHHsS PAMP-mo-
JIEKYJT, 30KpeMa CTepOiiB, MENTUIIB, ToTicaxapu-
JiB, nminomnomnicaxapuis [31].

IMyHHI MOJIEKylH THIy 3 — IIe TPaHCIOPTHI
OiKH, JOKani30BaHi Ha MeMOpaHi. ['enu criiikocTi
o OopomrHucToi pocu Pm38 ta Pm46 KOIyOTh
came Taki Monekynu [86,87]. I'en Pm38 xomye TpaHc-
moprep aOCIU30BOT KUCJIOTH, 1 ii Tepepo3noii
y POCIMHHUX KJIITHHAX 3aBISKH TAKOMY TPaHCIIOP-
TEpy CHPHUSE CTIHKOCTI POCIIHH JIO PI3HUX ITaTOTCHIB
[32,33]. CriiixicTs, 0 GopMyeThCs 3aBISKU QyHK-
[IOHYBAaHHIO TaKWX TPAHCIOPTEPIB, K Oyab-siKa
CTIHKiCTh, O po3BuBaeThes sk PTI, € yacTkoBOIO
ab0 KUIBKICHOI Ha TPOTHBAry pacocrenugianii
cTiikocTi, o cynposomkye nusix ETI Bracmigok
HAsSBHOCTI IMyHHHX MoJieKyn Tumy 1. ['ooBHa me-
peBara Takoi 4acTKOBOi CTIMKOCTI MOJISITAE B TOMY,
oo BOHAa (OPMYETHCS OO IIHPOKOTO CIHEKTpa

30yIHUKIB 1 TOMY € BKpai 0a)KaHOO SIK TeHETUYHHUN
acmekT criiikocTi [5,32].

IMyHHEME MOJEKyTaMu THIY 4 BH3HAHO IIPO-
nyktu rediB Mlo ta Edrl. YacTkoBa Hepacocmelu-
(iyHa CTIHKICTB, 30KpeMa J0 OOpPONTHUCTOI POCH,
3a0e3nevy€eThesl PEleCHBHUMH aJesiMH BKa3aHUX
TeHiB 13 BTpatoto GyHkil [5,34,35]. MLO e Mem0-
pauuuM npoteinom [36]. Moro C-tepminanbmuii
JIOMEH BIJIMOBIJIA€ 32 3B’SI30K 13 KaJIbMOJIYJIIHOM,
3anexHuM Bin KarioniB Ca*". To6To Gimok 3aiis-
HUH y IEBHOMY 3araJbHOKITITHHHOMY CHTHAIBHOMY
HIISIXY, peai3allist IKOTO BUKOHY€ POJIb HETATUBHOTO
peryisTopa CTiikocTi 0 OopomrHucToi pocu [37].
Jlo Toro »x BuCyHyTO mpumymieHHs, mo MLO HeoO-
XIJHAW TS TPaBHIILHOTO T€HE3UCY BE3UKYII, HEOO-
X1IHOTO AJIsl YCHIIIHOTO maroreHesy [38].

EDRI1 (Enhanced Disease Resistancel), muro-
wta3matryHa kiHaza (MAPKKK), Takox € yuacHH-
KOM 3arajbHOKIIITUHHHUX CUTHAJIBHMX ILIAXiB [39].
B apabingoncucy ueit 6110k HeratuBHO peryitoe PTI
gepes MOAYJISAIII0 3 00Ky IMyHHOTO KOMITIIEKCY, aco-
uiioBanoro 3 RLP53 [38]. Kpim toro, EDR1 npsimo
3B’s13yeThest 3 PAD4 Ta EDS1, kommonentamu ETI,
iHTepdepytoun B Takuii crocid ixHio yuacts B ETI
1 3HWKYIOUH pe3UCTEeHTHICTD [40].

Mousekyu 3 60Ky 30ynHuka. Ponb edexropis
BUKOHYIOTh Ti MOJICKYJH IIaTOTECHY, SKi MPOIYKY-
I0ThCSI HAM, HAJICHJIAIOTHCS 10 POCIMHHOT KIITHHH
1 BIUIMBAIOTh HA OyI0BY Ta (PYHKIIT KIIITHHU-TOCIIO-
Japst TAKMM 4MHOM, 1100 YMOBH iCHYBaHHS Marore-
HY B If KIITHHI CTaJX OJbII TEPMECHBHUMU
quis maroreny [21]. Edexropu moainsiors Ha dak-
TOpU BIPYJICHTHOCTI W aBipyJeHTHOCTI. DakTopu
BIPYJACHTHOCTI TiJbKH CIPHUSIOTH PO3BUTKY iH(EK-
1ii, a pakTopu aBipyJICHTHOCTI (KOXYIOTHCSI TCHAMHU
Avr) 31aTHI 3alyckaTy IMyHHY BiAIIOBiJb TOCIOAA-
ps tuny ETI [41].

T'0JI0BHMMHM ITaTOT€HAMH POCIIUH € OAHOKJIITHH-
HI TpubH, oominetu Ta OGaktepii. [lepmmii ren Avr
Oyl0 CEKBEHOBAaHO B OakTepiaJbHOMY 30YyJHUKY
Pseudomonas syringae y 1980-x pokax [42]. [ns
371aKiB, IO KyJIBTHBYIOTHCSI, OCHOBHHUMHU XBOpoOa-
MU € ip)ka i OopormmHucTa poca. OOHUIBI BUKIIHKA-
I0TbCA ~ OoOmiraTHUMU ~ 6i0TpopHHUMH  rpudaMu
Puccinia graminis f. sp. tritici Ta Blumeria
(Erysiphe) graminis f. sp. tritici ta f. sp. hordei,
BignoBigHO [23,43]. Xowa iHTepec A0 NPUPOIU
e(hekTopiB 1UX MaToreHiB OyB BUCOKHIA, JOCTIIKY-
BaTH eekropu oOmiraTHux 0i0TpodiB HaI3BHYAN-
HO ckJyaaHo. Jluine 3aBAsSKU PO3POOICHHIO HOBUX
METOHIB T€HOMIKM 1 IE€HETMKH BHAJIOCH IOCATTU
BIZJUYTHHUX YCHIXiB y I[bOMYy Hamnpsimi. Byno inenru-
(bikoBaHO e(heKTOPH BKa3aHUX IPUOIB, CCKBEHOBAHO
BianoBiaHi renu [44-47]. Edexropu rpuOHUX naro-
TeHIB MalOTh TaKi XapaKTePUCTUKU: MAJUN PO3MIp
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(63-314 aMiHOKHCIIOTHUX 3aJIMIIKIB), HAasBHICTh
CUTHAJy CEeKpelii, BHUCOKHHA pIBEHb TOMOJIOTIi
JI0 OUIKIB raycTopidi Ta BHCOKHH BMICT ITUCTECiHY.
VY Mmexax reHa HasiBHI TIOBTOPH, JaBHO BHU3HAHI Ta-
PAYMMHU TOYKaMHU peKoMOiHOTeHe3y [48].

Haiixpame Ha cbOrogHI BHBYEHO e(heKTOpU
30ymHUKa OOpOIIHUCTOT POCH, SKUH Mae OJWH
13 HalOIIBIINX cepel T'PHUOHMX MAaTOrCHIB TEHOM
(150—180 MinbitOHIB Map, TPAHCIIO30HH CTAHOBIISAThH
6mu3pk0 90 % reromy) [49]. 844 renu i3 3arajabHOI
KinmpkocTi 8470 reHiB y reHomi B.g. triciti, ToOTO
10 %, xoayroTh epexropu. Mix eQeKTop-KoayBaib-
HMMH TIe€HaMM MDKIEHHI JIJISHKH OUIBII, HIXK
MiX IeHaMH, OIJIKOBi MPOAYKTU SIKUX MAIOTh iHIIE
(dbyHKIIOHAEHE TIpU3HaueHHs. J[o Toro  1i reHu
YaCTO PO3TAIIOBAHI B KJIACTEPax, OaraTux Ha rapsdi
TOYKH peKOMOIHaIIi1, IKI MAIOTh, SIK BIJIOMO, BUCOKHIA
PEKOMOIHOTEeHHUH (MyTareHHuid) moTeHuian [47],
JOKEpEJIo TeHeTHYHOTO TotiMopdizmy. Hapasi cexBe-
HOBAaHO e(eKTOP-KOAYyBaJbHI T€HH OOPOIIHUCTOI
pocu: AvrPmla [50], AvrPm2 [49], AvrPm37,
AviPm3% AyrPm3® [14] Ta SwrPm3“/" [51].
AvrPma Mae BUCOKUI piBEHb TOMOJIOTIT 3 AvrPm2,
AviPm3%”2, AvrPm3%%* ta AvrPm3® [46,47]. dnsa
BCIX MPOAYKTIB [UX T€HIB XapaKTepHa CHUTHAJbHA
nochigoBHicTh, Y/FXxC-motuB Ha N-KiHIII Ta OAUH
KOHCEPBATUBHUI I[UCTCTHOBUU 3aJMIIOK  OLIA
C-xinng. Ha N-kiHII BOHM MAarOTh TakKOX OIHY
a-cripaib Ta Tpu abo votupu B-muctu. AvrPmla
€ OLIBIIMM 33 PO3MIpPOM Ta Mae€ JIPYyTy O-CIipajb.
AvrPm3*¥? cxnanaetses 31 130 aMiHOKHCIOTHUX
3aJIMIIKIB, 30kpeMa Y XC-MOTHBY Ta APYroro 1ucTe-
fHoBoro samumky Ha C-kimmi. SvrPm3*f! mpurui-
4qye pO3Mi3HABaHHS NPOAYKTIB reHiB AvrPm3 Bigmo-
BiTHUMH perentopaMu rocromapst. [Ipomykr mporo
reHa Mae puOOHYKJIea3Hy akTHBHICTH [24,50,52].

[IpomyKTH TeHIB aBipyJIeHTHOCTI Avr BBXKAIOTh
TOJIOBHUMH JICTEPMiHAHTAMH B3a€MOJIT MiXkK POCIH-
HOIO-TOCIIOZIapeM 1 TpHOOM, 110 BUKJIMKA€E OOpOII-
HHUCTY pocy. Ix 06’ennyrots y rpyny Candidate
Secreted Effector Proteins (CSEPs) [53]. Edbexropu
CEKPeTYIOThCS Kpi3bh CHIOIUIA3MAaTUYHUN PETHKY-
nyM rpuba. Jlesiki 3 HUX 3aJIHIIAaIThCs B POCITUHHO-
My amnoIuIacTi, IHII BXOIATH 10 POCIMHHOI KIIITHHA
1 CIIPSIMOBYIOTBCS /IO KJIITHHHUX OpraHell, 30KpeMa
Jo siapa [54]. Bijaku 3 BHCOKOK KOHIICHTPAII€I0
B 130JIbOBAaHHUX TayCTOPISIX YTBOPIOKTH TPYIy
Blumeria Effector Candidate (BEC) [55]. 3a nanu-
MU [56], Habopu CSEPs ta BECs Maiike MOBHICTIO
MEPEKPUBAIOTHCSI.

Cepen reni, mo konytotb CSEPs, Ha choromHi
BHOKPEMJIIOIOTH JBI Tpynu. [lo mepiioi Hamexarsb
rerd, ski koxyroTh PHKazamonioni edexropu
(RNase-like Effectors) [57], ski 3B’sI3yl0ThCS
3 imMyHHuMH penentopamu  NLR  [14,49,58].

YV reHomi Bgt Bxe 17ICHTH(DIKOBAHO ITOHAJT CTO TAKUX
reHiB [46,49,50,57,59]. fx npuxman MoxxHa HaBe-
et ren AvrPm?2 [49]. Horo mpoaykt Mae IuCyiIh-
(hiaHMI MiCTOK Mi’K KOHCEPBAaTUBHUMU ITCTETHAMH,
KOHCepBaTUBHUH Y (X)XC-MOTHB Ta MOTHB 3 apTiHi-
Hy, HEKOHCEPBaTMBHOTO 3alHUIIKY, (eHITaTaHiHy
a00 TUPO3UHY Ta NpoitiHy [49]. I'enu apyroi rpynu
KOAYIOTh OUIKH, SIKI MICTSIThH JIiMiJg-pO3Mi3HaBaIb-
HUH JIOMEH 31 CTPYKTYPHOIO TOMOJIOTi€r0 1o MD2-
related lipid-recognition (ML) domain, e ML-like
CSEPs [60]. ITpoTeinu 3 TakuM JTOMEHOM 3a3BUYail
OepyTb y4acTh y perynsiii Meta®omi3my JMmiaiB i,
SIK CTaJIO BIZIOMO, JIFOTh SIK KO(GAKTOpH B TpoIrieci
PO3Mi3HAHHA MAaTOT€H-acOI[IHOBaHUX JIMIIB Ta Te-
PEHECEHHS iX Kpi3b KIITHHHY MeMOpany [61].

'V 30y1HMKa OOPOIITHUCTOT POCH STUMEHI0, Blumeria
graminis f. sp. hordei (Bgh), epexropu Avr®!® a Avr*!
MalOTh HEXapaKTepHy A1 aBipYJICHTHHUX OLIKiB Oyro-
BY 4epe3 BIICYTHICTh CHUTHAJIBHUX IMOCITIIOBHOCTCH.
I'enn 1mmx edekropiB moxomsate Big LINE-perpo-
Tpancno3oHiB (Long Interspersed Nurclear Elements).
3 aBox mputamaHHux reHomy LINE-Tpancmosonis
BIJIKDUTHX pAMOK 34MTYBaHHs Jist TeHiB Avr!’ ta Avi*!
BUKOPHUCTAHO JIMIIIE MEPIIY, 110 KOAY€E TPAHCIIO3a3y.
Te, 0 IOCITITOBHICTH JBOX T€HIB AVr Pi3HA, CBITINTH,
mo BoHM moxoaaTh Big LINEs pisaux pomun [S1].
Llum BUpa3HO MiAKPECIIOETHCS 3HAYCHHS PETPO-
TPAHCTIO30HIB [T 301IbIICHHS TeHETHYHOTO OJIIMOP-
(bi3My TeHOMY ToCTIONapsI.

Jleski 6akrepianbHi eekTopu (PYHKIIIOHYIOTh K
TpaHCKpHUIIIIiiHI (pakropu. Bonn Hanexars 10 TAL
(Transcription Activator-Like) poaurm Ta MaroTh
koHcepBaTuBHUN TeHTpanbauil JIHK-3B’s3yBaib-
HUH JIOMEH i3 TaHJEMHUX TOBTOPiB y 34 aMiHOKHC-
moTH [62].

TounHwmii MexaHi3M JOCTaBKU e(eKTopiB 110 armo-
TUTACTY YW POCIUHHHX KIITHH J0CI HE BIJIOMMIA,
X04Ya JaBHO BCTAHOBJICHO, IO JJIS LbOTO ITaTOTeH
BUKOPHUCTOBYE TaycTopii abo ampecopu. MoXIHBO,
MIPOMOTOPOM TIEPEHECEHHSI e(EeKTOpiB Kpi3b KIli-
THHHY MeMOpaHy € KOHCEpBaTHBHA TOCIIIOBHICTb
HRxxH, sixa BxoauTs 10 cknaay 6inkis [51].

CHKBEHC TeHOMIB 30y/THUKIB OOPOIITHUCTOI pOCH
MIICHUI Ta SYMEHIO BUSBUB OJIHE U Te came: pe-
JIYKI[iF0 TEHHOTO BMICTY T€HOMIB TIOPIBHSIHO 3 HEOO-
JiraTHUMH OioTpodaMu cepes] aCKOMIIETIB Ta eKc-
MaHCiF0 HaOOpIB TeHIB, SIKI KOAYIOTh MOXKIIUBI
edexropu [53,63]. Cepen ycix 10ci CHKBEHOBaHUX
e(ekTopiB CHUIBHUM I BCIX € JIMIIE CHTHAI
qutst cexpenii [14,49-52]. Kpim HBOTO, OiNKH-edeK-
TOPH MAKOTh MAJIO PUC TOAIOHOCTI, TIOKH 110 3Haiiie-
HO JuIe ojuH criibHuil MotuB, YXC [64]. Ile mix-
TBEPIPKYE MPHITYIICHHS, 110 OUTKU-e(DEKTOPH MAIOTh
cepe/l POCIMHHMX OUIKIB Pi3HI 1Tl B3aEMOMil Ta
K edeKTopu peanizyroTh pi3Hi (yHKIT [63,64].
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3HauHUi MOMIMOP(}I3M TEHHHX TOCIIIOBHOCTEH
CIIOCTEpIraeThCsl HaBITH Ha MOMYNAIIHHOMY piBHI,
0 MPSIMO BKa3y€e Ha HE3aJIC)KHY EBOJIOIIIO PiI3HUX
aneniB e()eKTOPHUX T'EHIB 13 3aCTOCYBAHHIM Pi3HHX
MOJIEKYJISIpHUX MexaHi3MmiB [ 14,50,52,59,65,66].

B3aemooin zenie ons opeanizauii cminikocmi

B3aemonist reniB pocjuHu i naroreny. Po3su-
TOK Oy/Ib-SIKOT CTIMKOCTI JIO TATOTSHY 3aBXK/IH Bi10Y-
BAa€ThCS SIK PE3yJbTaT B3a€MOJil KIIBKOX TEHIiB
Ha piBHI ixHIX mponykTiB. [lepemoBciM ineTbes
PO MIKOPTaHi3MOBY B3a€EMOJIiI0 T€HIB, KOJIW OAMH
TeH 13 mapu nepeOyBae B TEHOMI POCIHHH, a Jpy-
TUI — y TeHOMi1 30yHHKA.

VY  kiacwuHid, 3amponoHoBaHid [apoibaom
®ropom mie B 1940-Bi poku, MOJIENi «T'€H HA TEHY,
sIKa OTHICY€ B3aEMOJIIIO POCIIMHH Ta TIaTOTEHY, peak-
isl CTIHKOCTI € HACHIAKOM pO3Mi3HaHHS eeKTopa
naToreHy perentopom rocroaaps [67]. I xoua aneni
R (peuenrtop po3mizHae edekrop) Ta Avr (edexTop
PO3MI3HAETHCS PEIENITOPOM) € TOMIHAHTHUMHU, B3a-
€MOJIisl POCJIMHA—TIATOIeH 32 YMOBH € TePO3UTOTHO-
CT1 OpPTaHi3MiB 3a IIUMH T'€HAMH JIa€ OJUH BUIIAJIOK
CTIMKOCTI Ha TPU BHUMAAKH TyTIHBOCTi, TOMY IO
CTIMKICTh PO3BHBAETHCS TUIBKH Y pa3i MOEIHAHHS
MPOAYKTIB anemniB R Ta Avr. A TpH iHILI TOE€THAHHS
aneniB (R-avr, r-Avr, r-avr) BUKIMKAIOTh PEAKIIiO
Yy TIUBOCTI.

lNnmoTe3a dopa «reH Ha TeH» omnucyBayia Oe3-
MOCEPETHIO B3a€MOJII0 MK MPOJYKTaMH POCINH-
HOTO Ta MIKpOOHOTO TEHIB: JIIraH/I, SKUH € TPOIYK-
TOM TeHa Avr, TPUETHYETbCA JO pELENTopa,
MIPOIYKTY TeHa R, y pe3ylbTaTi 90ro PO3BUBAETHCS
peakuisi criifkocTi. Taky CTiliKicTh Oys10 yCHIIIHO
OITMCAHO JIJIsI IECATKIB IMap rocrofap—IiaTorex, 0coo-
JIUBO KOJMU 30yIHUKOM € TpubH, mepeBaxkHO Oio-
tpodHi [68]. Ha Mexi XX—XXI cToniTh 3’ sBUIHCS
OLTBII CKJIAJHI MOJENI B3a€MOil T€HIB POCIUHU
1 30yHHKA: MOJIENTb «OXOpOHI» (guard) i Mojeb
«ynosmoBauay (decoy). Moaenb «OXOpOHIIsD OIMH-
Cy€ MeXaHi3M HeNpsMOTo PO3Ii3HaBaHHS e(heKTOPIB
npoaykramu R-reHiB. ToOTO po3mi3HaeThCS HE caM
e(ekTop, a NPOAYKT HOro GyHKIIOHYBaHHS. Y poJi
«OXOPOHIIS» TOCTae MpoaykT reHa R [68]. Edex-
TUBHICTh I1i€] MOJIENII MOPIBHSHO 3 TONEPEIHBOIO
BUABIISIETHCA Y ABOX acnekrax. Ilo-nepuie, nponyxr
reHa R MOKe pO3IMi3HaBaTH Pi3HI 1M (MOJEKYIH),
32 YMOBH, 1[0 BOHHU € MPOAYKTaMH (DyHKIIOHYyBaHHS
e(ekropa. Ilo-apyre, 3miHa epeKTOP-KOIYBaTBHOI
MOCJIIJTOBHOCTI BHACIIIJIOK MyTallii, Ika He PU3BO-
JIUTH JI0 BTpaTH (DyHKIIOHAIBHOT aKTUBHOCTI e(ek-
TOpa, He € e()EKTHUBHOIO 110JI0 BTPATH KOMILIEMEH-
TapHOCTI J10 eeKTOpa NPOAYKTY T'eHa R, TOMY IO
PO3MI3HAETECST HE NMPOAYKT reHa Avr (edexropa),
a TPOIYKTH HOro (yHKIiOHYyBaHHsA. Hanpukmnan,

eexrop Pseudomonas syringae AvrPphB € 611koM
13 MMPOTEa3HO aKTUBHICTIO. BiH posmiemntoe mpo-
teinkinazy PBSI Arabidopsis thaliana, roctionapst
JUTSE IIbOTO TaToreny. [IpoaykT rena criiikocti RPSY,
utst sikoro AvrPphB e edektopom, po3mizHae po3-
IICTUICHHs] MPOTETHKIHA3HM, a HE CaMy MOJIEKYIy
eekropa. To6TO ehekTop MOXKE 3MIHUTHUCS BHACITI-
JIOK sIKOich MyTallil, OJJHAK, SKIIO MpoTeas3a 3aiu-
MIATECS (PYHKIIOHAIBEHO CHPOMOYKHOIO, TMPOIYKTH
il misapHOCTI OyIyTh PO3Mi3HAHI MPOIYKTOM IeHa
CTIHKOCTI 1 CHCTEMH 3aXHCTy aKTUBYIOThCS [69].

Mopeib «yIIoBIIIOBaYay MOJIArae B TOMY, IO ITPO-
IYKT TeHa Avr ctae e)eKTOpoM JIHMIIe B TOMY pasi,
SIKIIIO POCIIMHA-TOCIIONAP Ma€ TeH R 1 TPaHCIIIOE TIPo-
IykT R jist posmizHanHs edekropa [70]. Edexrop
3B’SI3y€ThCS 3 HEMPSIMOIO IUIII0, TOOTO HE 3 MPO/YK-
ToM reHa R. SIkio rena R B TeHOMI HEMAe, Take 3B s-
3yBaHHS HE IHINIIOE IMyHHY peakmito. SIKio reH R e,
3B’SI3yBaHHA €(QEKTOpa 3 YIOBIIOBAYEM aKTHBYE
MIPOZTYKT T'e€HA CTIHKOCTI 1 pO3BUBA€ETHCS IMyHHA peaK-
wist [71]. [izHimre Oys10 3arpornoHOBaHO IHTETPOBaHY
MOJIETIb «YJIOBIIIOBaYay», sika JeTajbHO IOSCHIOBAJIA
pOJIb KOXKHOTO ii KOMITOHEHTa 0e3 BBEJCHHSI B Hel
HOBHUX TpaBiiiB [72,73].

BcranoBneHHsT MONEKYISIPHOI KAPTUHHU PO3BUT-
Ky peakIiii CTIMKOCTi 1 po3aiieHHs i Ha Hexassii-
CBKY Ta Xa3sHCHKY CIIOYaTKy BHIUIAJIO JIBA €TAIH
YTBOpPEHHsI iMyHITeTy: cmodatky PTI 3a paxyHox
PAMP (a60 MAMP, a6o DAMP), notim ETI, sikiio
3anmy4aetbesi edexrop [74]. Lli eTanu TimbKu crio-
Yarky po3NIAJaINA SK OUTBII-MEHII CaMOCTiHHI
i mocmigoBHi. 3’sCyBaHHS MOJEKYISIPHUX MpOIle-
CiB, sKi 3a0e3MeuyroTh (OPMYBaHHs JBOX €TaIliB
IMYHITETy, OJpa3y BHUSIBWIO B3a€MOIPOHUKHICTDH
ux nporecis s peanizanii PTI ta ETI. TTonans-
MU KPOK Yy PO3YMIHHI MOJEKYJSIPHOI KapTHHH
PO3BUTKY IMYHITETY — KOHCTATAIlisl TOTO, IO PO3Ii-
nenns imyHitery Ha PTI Ta ETI He € ctporum, etanu
nepeTuHarThes [75,76]. Lg B3aemois cTajia 0CHO-
BOIO IS CTBOPEHHS IIUPOKO B1IOMOT MOJIENI «Zig-
7ag-7zigy», sSiKa OMKCYyBaJla PO3BUTOK CTIHKOCTI B UO-
tupu daszu [21]: 1 — pocnuna peanizye PTI uepes
PRRs; 2 — sKIOI0 maTtoreH MoXKe KOAYBaTH CICHH-
¢iunnii edexrop, maroren momae PTI; 3 — sxmio
eekTop PO3IMI3HAETHCS POCIUHHUMH  OlITKaMHU
NLR, aktuByetscst ETI, sika Ha KIITHHHO-MOJIEKY-
JISIPHOMY PIiBHI pO3MIAJA€ThCSA K aMIutiikoBaHa
Bepcist PTI, sika mpu3BoauTh 10 peakiii rinepayT-
JIUBOCTI 3 OOKY YpaKeHHX KIIITHH; 4 — cepesl po3Ma-
TTS pac maToreHy HOOUpPAIOThCA TaKi, SIKi HE KOIy-
I0Th CHeNU(BIYHUNA PEeenTop, 1 CTIHKICTh POCITHHA
3HOBY MOXKe 3a0e3neuyBatucs nuie Ha piBHi PTL
JloGip crocyeTbess Takox anenmiB NLR-TeHIB JUIs
30epeKeHHST B MOMYJSAIIl TaKUX, SIKi PO3Mi3HAIOTH
HOBHI eekTop.
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PTI (MTI) ta ETI MmicTsath 6araro CrijibHUX KOM-
noHeHTiB [74]. Tomy Ha 3amiHy zig-zag-zig-mMofeni
Oyno c(hopMOBaHO OUTBII IHTETPOBAHY MOJIEIb,
invasion model. ¥V wiii Mozxen nepeMEeHOBYIOTHCS
rpagi, 1 Bxe depes e Mmexi misk PTI ta ETI ctupa-
10ThCsl. IMyHOTeHHI MOJIEKy/H, e(heKTOpH Ta eliciTo-
pu MAMPs, sKi CTBOPIOIOTH KapTHHY 1HBa3ii
(invasion patterns), HasuBaroTh [Ps. Momnekymnu,
skl po3mizHatoTh IPs, HaszBaHo IP-penentopamu
(IPRs). B3aemogist IPs ta IPRs npusBoauts 10 ¢op-
myBanHst IPTR (IP-triggered response, IPTR) [75].

Komnu B pyku HOCHIAHUKIB MOTPANUIN PE3yIib-
TaTH CCKBEHYBAHHS YHCICHHUX T'€HOMIB POCIHH,
Oyno copMoBaHO HalCydacHIilly MOJENIb — MO-
nenb aiicoepra (iceberg model). Xova, Ha Hamny
JTYMKY, 1[I0 MOJeNb C()OPMOBAHO TPOILIKH B IHIIIi
MJIOMIMHI 1 BOHA HE 3aMiHsIE MMOMEPEIHIO MOICIb.
3a mojemnto aiicOepra MOJISKYJISIpHI YMOBH, 3a
SIKHMH PO3BUBA€ETHCS CTIMKICTh a00 YyTIUBICTH
pociuHH, MOHITOpATHCS 3 00Ky NLRs 1 BcTaHOB-
JIIOEThCS TICBHA PIBHOBara MiK MOJICKYJISIPHUMH
TPaBISIMU 11010 MOXJIMBOCTI 3a0€3M1EYUTH 3aXHUCT
POCIHMHM Bijl maroreHy abo 3ajuIIMTH il 4yTiIu-
Boto. Llux MoOJeKyn — y4acHUKIB MpOIECy 3aXH-
CTy — 0arato, BOHU CTaHOBJISITh O1JIbIITY, HEBHIUMY
4yacTUHY aiicOepra. YacTnHa € HEBUIUMOIO, TOMY
0 MM He 0a4uMO Pe3yJIbTary — CTIHKICTh/qy TIIH-
BicTb. Pe3ynbTar BM3Hauae MEHIA 4acTUHA alic-
Oepra, sika CKJIaJa€ThCS 3 MOJICKYJ, MK SKUMH
piBHOBara He BCTAHOBIIOETHCS. 3aJIE€KHO BiJl KOH-
KPETHOTO CKJIaJy MOXKE PO3BUHYTHCS peakilis abo
3axucTy, abo uyTnmuBocTi. BaxknuBo Te, mo pe-
3yABTAT «CTIMKICTBY» MOKE BU3HAYATHUCS TPOIYK-
TaMu OfHi€el-equHOI mapu edexTop-penentop
(BepTHKabHA CTIWKICTD, sikicHa). Taki mapu Ha3u-
BalOTh 1HTEPAKTUBHUMHU OJUHULSAMH, a00 OJMHHU-
nsMu B3aemonii (interaction units) [77]. 3BicHo,
JUIs Oprasizamii CTIMKOCTI IIMPOKOTO CIEKTpa
ACOPTHMEHT KPUTHIHHUX MOJICKYJ PO3IIUPIOETHCS,
OJIMHUIb B3a€MOJii cTae Oiblie, MPOTe CIEeLHu-
(biuHICTh B3a€EMOJIiT BTPAYAETHCS 1 PEe3yIIbTAT KiJlb-
KICHO BHpa)keHHil ciabure (Topu3oHTalbHA CTii-
KICTh, KIJIbKICHA).

CydacHe YyCKIaJHEHHsS MOl «TreH-Ha-TeH»
BiJIOyBA€ThCSl HE JIMIIE Yepe3 Te, IO y B3aeMOIil
3 0OKy pociauHH OepyTh y4acThb KiJibKa I'€HIB 3a-
MICTh OJHOTO. 3’SCOBaHO, MO0 3 OOKy IaTOTeHY
KUIBKICTB I'€HIB, 3aIy4eHHX A0 peani3alii BipyaeHT-
HOCTI, TAKO’K HE OOMEXYEThCS OTHAM TSl KOHKPET-
HOTO BHIAJKy Trocropap—maroreH. B oGmiratHomy
0iotpodoBi Blumeria graminis ineHTH()IKOBAHO
T€HH-CYNIPECOPHU aBipyJIeHTHOCTI, SvrPm. IIpoxykT
TaKUX TCHIB CYNPECYIOTh PO3II3HAHHS crienugid-
HOro edexTopa 3 00Ky BiAMOBIAHOTO F'eHa CTIHKOCTI
pociuan. CTIHKICT J0 TATOTCHY pPO3BUBAETHCS

JIIIE 32 HAsIBHOCTI PEIICCHBHOTO AJIENS CYIPecop-
Horo reHa [51].

B3aemonist pociiunHux reiB. TpuBanwmii me-
pion yacy oOroBOpeHHsS MUTAHHS NPO B3AEMOIII0
TEeHIB Y pa3i po3ropTaHHs IMyHHOT BIJTOBII POCITH-
HU HA TPOHUKIUN 10 HEl MaTOreH CTOCYBAJIOCH
JIMIIE B3a€MOJIIT MK TeHAMH POCJIMHY 1 TeHAMH Ta-
TOoreHy. PerenbHe BUBYEHHS BCHOTO PO3MAITTS POC-
JIUHHHUX IMYHHHUX PELENTOPIB, SKE CIIOCTEPIraeThCs
ocTtanHi 20 pokiB, BUBEJIO HA MEPIINIA IIJIaH B3aEMO-
JIIF0 came POCITMHHUX TeHIB MK COOO0 JIJIsl OpraHi-
3arii iIMyHHOT BilMOBI .

Criouarky Oyno BcTaHoBieHO, 1o NLR-komy-
BaJIbHi F€HU € HAWOUTBII YHCICHHUMH 1 PI3HOMAHIT-
HUMH B reHoMi pociuH [79,80]. Jlami Oyio 3’scoBa-
HO, 1110 cepen mpoaykTiB PRRs € penentoponoaioni
kinasu RLK Tta penentopornonioni mporeinn RLP.
OctanHi Ha BiAMiHY Bil MEPIINX MOXYTh TIJIBKH
posmizHatn PAMP, a mns nepemadi curHany nami
JUTSL aKTUBAIi1 HEOOX1THOTO CUTHAIBHOTO LUIAXY 1M
notpideH Oiok-nocepeHuk. ToOTO CTPyKTypa Mo-
nexynu RLP pobuts 11 yHKIIOHANBHO 3aJIEXKHOI0
BiJl IHIIIOTO O1JIKA 1 3MYIIIY€E MPALIOBATH Y B3aEMOJIIT
3 HuM [81]. IuTomnazmaruyHi iMyHHI peLenTopH
NLR stk My/TbTHIOMEHH1 OUTKH TIOXO/ISITh, SIK TIPHUITYC-
KalOTh, BiJl OJHOJAOMEHHMX DPELENTOPiB MOBEPXHI
KIIITHH 13 PO3ITi3HABAJIBHUM JIOMCHOM Ta BHYTPIIII-
HBOKJIITUHHHUX PELENTOpPIB i3 calfT-3B’S3yBalbHUM
noMeHoM NB Ta crenudiuanM N-KiHIEM, SKHHA
crienianizyerbcsl Ha nepenayi curnaiy [82]. Takum
YUHOM MYyJbTHAOMEHHI penentopu NLR cramm
(yHKITIOHAIBHO CIIPOMOXKHUMU AJISL peastizarii 3a-
XHUCTY y BIJIMOBI/Ib HA IPOHUKHEHHS NAaTOTreHy abo
foro e(hekTopiB BCEpEUHY KIIITHHU.

Hapermri Oyiio BHUSIBIIEHO, IO TUTBKH YacTHHA pe-
nenTtopiB NLR mpaIroroTs siK iHIUBIyaIbHi TeHETHY-
Hi Ta (QyHKIIOHANBHI OMUHUIN. ['eHH, SKI KOMYyHOTh
TaKi peLenTopy, Ha3uBaroTh «singleton» [83]. Jlobpe
BHBYEHMM TIpUKIIaAoM Takoro perentopa € CC-NLRs
ZAR1 B apabinorncucy [84] Ta Sr35 [85] y nieHwIr.
ZAR1 po3mizHae BiANOBIIHI €PEKTOPH 32 MOJIEIUTIO
«OXOpOHEIb» ab0 «BIOBIIOBAY» 13 BUKOPHCTAHHIM
sk penentopa RLCKs (Receptor-like cytoplasmic
kinases) [86]. binbIua » yacTHHa IMyHHHUX PELIENTOPIB
yTBOprOE (DYHKITIOHAIBHY TIapy ceHcop (sensor NLR,
Bi/IUyBa€ HasBHICTH MaroreHy) — BukoHasens (helper
NLR, peanidye CUTHAJIIOBaHHS Ui IHILIFOBAHHS
iMmyHHOI peakuii). Hampuknan, mis rpubHOTO 3aXBO-
proBanHs pucy (30ymHuk Magnaporthe oryzae) Pik-1
€ cercopom, Pik-2 — xemmepom [87].

KpiM JTBOKOMIIOHEHTHHX (OIMH CEHCOP — OIUH
XeNIep) acowialiif, iCHyrTh 0araTOKOMIIOHEHTHI
acorianii (networks) pi3HMX THIIB: 0araTo-oIuH,
oJMH-0araTo, Jie Ha MEepUIOMY MICIli CTOITh CEHCOp,
Ha ipyromy — xenrep [88-90].
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[puxsag MHOKIHE CEHCOPIB TSI OJHOTO XeNepa
ormmmcano st Solanaceae: NLR-xenmep aktuByeThes,
SIKIIIO OTPUMAE CUTHAN Bifl acoIiallii KiTbKOX CEHCOp-
Hux NLRs Ta 111e 0JHOro nmoBepxXHEBOrO perenTopa.
Po3BuBaeThCSl IMyHHa peakilis IIUPOKOTO CIHEKTpa
Ha TpudH, OOMILeTH, BipycH Ta OakTepii, HeMarToq
1 komax [88,91]. IIpotunexxHa cutyartisi: NLR-ceHcop
riepe/iae CUrHAI JIMIIE 32 YMOBH 00’ €THAHHSI KIJTbKOX
xemmepiB. lle mokazaHo s apaGimoricucy Ta
Nicotiana benthamiana [92-94]. BcraHosieHo, 1110
NLRs B akTHBHOMY 1 HCAKTUBHOMY CTaHi repeOyBa-
I0Tb y PI3HIM BHYTPIIIHBOKIITHHHINA JOKaTi3aIii
[95,96], TOMy IO BiJl IIbOTO 3JICIKHUTh TXHS MOXKIIU-
BICTh KOHTAKTYBAaTH SIK 3 €()eKTOPOM 30yIHHKA, TaK i
3 JIOTIOMDKHHMH MOJIEKYJIaMH («OXOPOHEIIBY, «yIIOB-
nroBawy) rocriopaps [97-99]. ba Giiblie, 3MiHa JI0Ka-
Ji3amnii 3 MUATOIUIa3MaTHYHOT Ha MeMOpaHO-acoIliio-
BaHy XapaKTepHa TAKOX 1 IS MOOANHOKHUX (singleton)
NLRs, ToMy Taky 3MiHy BHYTPIITHBOKJIITHHHOT JIOKa-
mizarii NLRs posmisigatoTs Temep sk iXHIO CyTTEBY
ocoonusicts [100].

AxTHBOBaHI edekTopaMu (IpsSiMa aKTHBALlis)
a00 MpoAyKTaMH iXHBOTO (DYHKITIOHYBaHHS (HENPsI-
Ma aktuBaris) NLRs oniromepusyorscst i 6epyTh
YYacTh y CTBOPEHHI BEJHKHX MMPOTEIHOBHUX KOMII-
JIEKCIB, SIKi Y POCIIMH Ha3WBAaOTh PE3UCTOCOMAMHU
[84,101-103]. Oniromepu3ariisi OrrocepeKOBYEThCS
NOD-gomenamu micns akTuBanii penentopis. Ha-
pasi 3aJI0KyMEeHTOBaHO (hOpPMYBaHHS IMEHTAMEPHUX
pesuctocom 3a ydactio CNL [85] Ta TeTpamepHux
pesucrocom 3a yuactio TNL [104]. Sxmo NLRs
JUIOTh TIAPOI0 CEHCOpP—XEJIep, B yTBOPEHHI pe3u-
CTOCOMH OepyTh ydacTb 1 ceHcop, 1 xenmep [102].
dopMmyeTbesl TyHENENoAiOHa CTPYKTYpa, siKa mepe-
MIIIYEThCS Ha TUTa3MaTHYHY MeMOpaHy, iHTerpye
B Hel Ta (ynkuionye sk Ca?'-MpOHUKIMN KaHa,
yepes KA HOHM KaJbIF0 HAJAXOAATH IO KIITHHH.
Toxi mounHA€ETHCS PO3BUTOK TiMEPUYyTINBOT peaxiii
1 cMepTh KIiTHHH. Y pasi penentopiB TNL terpa-
Mepu3allist TNPUBOAUTH 10 (OPMYBaHHS JIBOX
aktuBHUX calTiB y TIR-gomenax TNL-pe3ucroco-
mi [104,105], sxi airoTh gk ronodepmenta NADasu
1 Karaji3yloTh MPOAYKYBaHHS BTOPUHHHX MECCH-
mkepiB, pRib-AMP/ADP Ta di-ADPR/ADPr-ATP.
UYepes geski MPOMIKHI MOJICKYIIH JTisk TETpaMepHOL
PE3MCTOCOMHU BCE OJJHO 3aBEPLIYETHCS aKTHBYBaH-
HAM KajbllieBux KkaHaniB [102]. Pesucrocomu

(hopmyroTbes He nume Ha nuisaxy ETL, a i Ha nuisxy
PTI [106]. PizHuis Mi>k UMY piBHAMH (OPMYBAHHSI
IMYHITETY BUSIBIISIETHCS HA PIBHI Jii PE3UCTOCOM.

BucHoBkH

1. CTiHKiCTh POCIIHH 10 MATOTeHiB OyBae MacUB-
HOIO Ta aKTUBHOIO. Hexassiichka akTHBHA CTIHKICTH
(hopMy€eThCsI 10 IIMPOKOTO CHIEKTpa 30YTHHKIB, 5K €
HEaJaNTOBaHUMU TaTOTeHaMM. Xas3siChbKa aKTUBHA
CTIMKICTh PO3BUBAETHCS JI0 aJalITOBAHUX MATOTCHIB,
il Ha3uBarOTh pacocnenudivnoro. [TopiBHIHO 3 Hexa-
3AHCBKOIO CTIMKICTIO A€ O1IbII BUPA3HUIl 3aXUCHUH
e(eKT, ajie JIErKO JOTAETHCS MAaTOTeHOM 3aBIISKH J10-
60py BIpYJICHTHHUX pac MaToreHy.

2. PocnvHHMN IMyHITET pealli3yeThCsi y JiBa
eranu (piBHi). Ilepumii piBens, PTE, nepenbauae
posmi3HaBanHs PAMPs, mo cTBoproeThcs Heaaan-
TOBaHMMH MATOTEHAMU, 3 OOKY POCIUHHUX peIer-
topiB PRRs. Ile iHiIit0€ MOJEKYISpHI MPOIECH,
gkl 3abe3neuyroTh CTilikicTe pocamau: MAPK-
kackan, Bukuy Ca>” ta AOK.

3. AnanToBaHi MATOT€HW HAJCHIIAIOTh y POC-
JIMHHI KIIITUHYA e(EeKTOpH, SIK1 34aTHI MPUTHIYYBaTH
iMmyHHY BignoBiap pociauH PTI. Edextopu MoxyTsh
po3Mi3HaBaTUCs POCIMHHUME perentopamMu NLRs,
3aIyCKaro4Yl THM CaMUM JPYTHUH PIiBEHb 3aXUCTy —
ETI, pe3yasraTrom 4oro € Ti cami MOJIEKYJISIpHI TIPO-
IeCH, sIKi Bi10yBaIOThCS HA MEPIIOMY PiBHI 3aXUCTY.
Bonwu BifiOyBaroThcst Habarato e(h)eKTUBHIIIIE 1 TPH-
3BOJSITH JI0 PEaKIii rinepuyTIUBOCTI 1 CMEpTi KiIi-
THH, Y SIKI TIPOHUKITH eEeKTOPH 30y IHHKA.

4. PiBui 3axucty PTI ta ETI He € i301p0BaHu-
MU. B3aemotist Mi>k HUMH BiZIOYBa€THCS 13 3aTyYCH-
HSIM TIPOAYKTIB POCIMHHUX TCHIB 1 TE€HIB T€HOMY
30ynHUKa, 11 ONHCYIOTh MOJIENI «Zig-zag-zigy»,
«invasion model», a Takox iHTerpoBaHa MOJEIb
aiicoepra.

5. Bzaemonito poCIMHHMX TeHIB Uil OpraHizaii
peakinii po3mi3HaHHS e(eKkTopa OIMUCYITh MOJENi
«OXOpOHEIb» 1 «BIOBMIOBaY». HacTymHuil piBeHb
B3a€MOJIiT BiIOYBA€EThCSI, KO (PYHKIIisT pO3ITI3HAHHS
edexTopa Ta (YHKIS MPOMOIi 3aXHUCHUX peaKiii
HAJI)KATh PI3HUM PEIENTOpaM, CEHCOPY Ta XeIepy.
Jns 3amycky Kackamgy MOJEKYSSIpHHX HPOIIECIB,
SKI BeIyTh JO (OPMYBaHHS CTIHKOCTI POCIMHH
10 30ynHHMKa, POCIHMHHI PELeNnTOpH YTBOPIOIOTH
CKJIaJTHI MOJICKYJISIPHI KOMITJICKCH, PE3HCTOCOMH.
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PLANT RESISTANCE TO PATHOGENS
AS A RESULT OF GENE INTERACTION

Abstract

Modern information on the genomics of plants and plants’ pathogens as well the achievements of
molecular biology have made it possible to state the participation of gene products, proteins, in the
organization of molecular complexes that are assembled to implement a certain character of the phenotype.
The character of plant “resistance/sensitivity” to a certain biotic factor is also interesting because there is an
interaction not only between the genes of one organism, but between the genes of organisms that lie in
different kingdoms of life.

Plant resistance to pathogens can be passive (provided mainly by characters of plant morphology) and
active. Active resistance is formed as a result of the penetration of the pathogen or its elicitors and effectors
into the plant. Active protection of the plant at the molecular level is expressed in the launch of the MAPK
cascade, the accumulation of reactive oxygen species, and an increase in the flow of calcium ions to the cell.
Active protection can be implemented on two levels. The first level, RTI (PAMP Triggered Immunity),
develops in response to plant contact with a wide range of non-adapted pathogens. The resistance (immunity)
that is formed in this case is called non-specific, or horizontal, or quantitative. The molecular instrument for
initiating the defensive reaction is the PRR (Pattern Recognition Receptors). Adapted pathogens are able to
overcome RTI by sending effectors to plant cells. These are protein molecules whose function is to create
conditions within the cell that are more permissive to the pathogen. The effector can be recognized by the
plant’s specific NLR (Nod-Like Receptors), and complementation occurs between the two. There are other
specific plant molecules, nonNLR, with a different type of protein product interaction for recognition. In
both cases, the second level of protection, ETI (Effector Triggered Immunity), develops. The set of molecular
processes that occur at the second level of protection does not differ from the set of the first level, but the
processes occur more intensively and are accompanied by the death of the affected cells. This prevents the
further spread of the pathogen throughout the plant. The molecular events of the first and second levels of
protection are not isolated. The interaction between them involving the products of plant genes and pathogen
genes is described by the “zig-zag-zig”-model, invasion model, and the integrated iceberg model. The
interaction of plant genes for effector recognition is described by the “guard” and “decoy” models. To
initiate a defensive reaction, plant receptors, which can sometimes differentiate into sensors and helpers,
form protein complexes, resistosomes.

Keywords: plant resistance, plant resistance genes, pathogen effectors, R-Avr interaction, resistosome.
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