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Y pocaun eiocymmi cneyianizoeari moOinvHi iMyHHI Kaimu-
Hu. Hamowmicmos kojcna pocaunna kaimuma modxce po3-
nizHamu amaky namocexie ma aKkmueyeamu epeKmugHy
IMYHHY 6i0n06i0b. 3axucm 6i0 Namo2eHHUX MIKpOOPeaHizmie
i WKIOHUKI6 TPYHMYEMbCA HA CUCMeEMi GUABAEHHS O3HAK
Hebe3neku. Jlcepenom cuenanie Hebesneku ModCymb
oymu namoeen, abo cama pocauHa-xassain. Bpodicena
IMYHHG cucmema pOCAUH peacye Ha 3apaceHHs Ha 080X
piensx. Ilepwuii pisenv po3niznae i peazye Ha MoAeKy-
JAAPHI namepHu, 3aeanbHi 0451 eAUKUX ePYN NOMEHUIlIHUX
namoeeHie. Posniznasanns yux namepmie 3a 00nomozor
peuenmopie, w0 posniznaroms namepHu (PRR), aoka-
AI308AHUX HA NAAZMAMUYHILL MeMOPaHi, npu3eooums 00
iMyHHOI 8i0noe6idi, euxauxanoi namepuamu (PTI). Apyeui
pieenb peaeye Ha pakmopu eipysenmHocmi (egpekmopu)
NamoceHHUX MIKpoopeanizmie 6e3nocepednvo abo uepes ix
enaue Ha eocnodaps. Busenenns eghexkmopie 30yonuka 3a
00noM020H0 8HYMPIUHbOKAIMUHHUX AO0 N0KANIB08AHUX YV
naazmamuyHit memopani peuenmopie (ERR) npuzeodums
00 akmueauyii iMyHHUX peaKyill, 6UKAUKAHUX eheKkmopamu
(ETI). Y cmammi o6eoeoproemovcs nomouna iHghopmauis
npo  Mexawizmu, 3a 00NOMO0N AKUX Ui peuenmopu
cnpuiimarome namepuu i eghexmopu namoeeHie ma iHi-
yiroroms IMyHHY 6i0nogios. Hoei ysenenns npo 6ydosy ma
(DYHKUII0 POCAUHHUX IMYHHUX peuenmopie nopoouau 3mi-
Hu 6 Hawomy po3yminni PTI ma ETI i e3aemodii mixnc
Humu. Hezeaxcarouu na eapiloeanns iHmeHcueHocmi ma
mpuearocmi iMyHHUX 6i0nogioeil, CnpuMUHeHUx pI3HUMU
MOAEKYAAPHUMU namepHamu abo egexmopamu 30y0HUKI6
niouac PTI ma ETI, imyuni ceumcopu, noxkanizosaui 6
nAGZMamuyHitl. MemOpani abo UuUmMonaasmi, aKmueyronms
ananoeiuni mosekyaapui nodii, maxi sk akmuseayis MAP-
KiHa3, cunme3 6uU0di6 aKMUH020 KUCHIO, NPUNAUE IOHIE
Kaavyirvo mowjo, wo 6KA3ye HA me, W0 IMYHHI CUeHalu,
iHiyitiogani Ha naasmamuyHil memopani abo 6 yumonaas-
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Mi, cxo0smucs 6 cnadnux moukax. Heseancarouu na snau-
HUIL npoepec y HAUWIOMY PO3VMIHHI (DYHKUIOHYBAHHS pOC-
AUHHUX IMYHHUX CEHCOpIi6 3a OCMAHHI poKU, bazamo eaic-
AUBUX NUMAHb 3AAUWAIOMbCs 0e3 8i0noeidi | eumazaromo
nodanvuux 00CAiONHceHs.

Karouoei caosa: imynna cucmema pocaut, namephu, egek-
mopu, oinku cmitikocmi pocaud, NLR, NB-LRR, peuen-
mop-nodibri KiHasu, peuenmop-nodioHi Oinku, GUKAUKA-
HUIl namepHamu iMyHimem, GUKAUKAHUL egeKxmopamu
iMyHimem.

Beryn. PocivHu He MaloTh crieniaiizoBaHOi iMyH-
HOI CHCTEMM 1 MOOUIBHMX IMYyHHMX CEHCOPIB.
Ilpore, y BimmoBimb Ha BTOPrHEHHS ITOTCHILili-
HO (hiTOIMATOTeHHUX OpPraHi3MiB BOHU aKTUBYIOTh
edeKTUBHI 3aXMCHI peakilii BpOIKEHOIro iMyHiTe-
Ty i HaOyBalOTh OLIbILI-MEHII TPUBAILY «IIaM’ SITh»
npo artaky nartoreHy. CTparerisi 3aXUCTy POCJIUH
IPYHTYETbCA HA TOMY, IO IPAKTUYHO KOXHA
KJIITUHA POCIMHU €KCMPeCYE HU3KY iIMyHHUX CEH-
COpiB, 3JaTHUX PO3Mi3HATW MATOTEHIiB Ta iHillilO-
BaTW iIMYHHY BilMOBiJb, @ IMyHHi CUTHAJIU Ha Be-
JIMKI BiJICTaHi MOXYTbH IlepemaBaTucs I10 (oeMi
(Spoel, Dong, 2012). OTxe, npu moTpedi mpak-
TUYHO KOXHa KJIiTUHA POCIMHU MOXe (PyHKIIiO-
HYBaTHU $IK KJIITMHA iIMyHHOI CUCTEMM.

Cucrema BpPOJKEHOTO iMYHITETY POCJWH, SIK
i y Metazoa, BUSBISIE TIPUCYTHICTb ITOTEHLIIMHO
MaTOTeHHUX OPTraHi3MiB 3a MOSIBOIO TEBHUX MO-
JIEKYJ, sSIKi € CUrHaJaMu HeOesrneku. JIxkepeiom
TaKuX MOJIEKYJ MOXYTb OyTU MaToreHu (eK30reH-
Hi curHaiu) abo caMi pocIMHM (€HOOTeHHi CUT-
Hasu). Po3nizHaBaHHS LIMX CUTHAJIB 3[ilICHIOIOTh
peuenTopyu — iMyHHi CEHCOpH, SIKi IIpU aKTUBallil
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Puc. 1. ImyHHI ceHCOpU POCIMH 3alyCKalOTh 3aXUCHi peakllii ITic/Isl MOsIBU CUTHAJIiB HeOe3reku. MoJieKyJsipHi
MaTepHu iHiLiIOTh 0asanbHUM iMyHIiTeT. EdpexkTopn, siKi po3mizHalOThCs OiIKaMU CTIMKOCTI POCIWH, iHIlIiIOIOTh
IMYHITET, IKMi1 BUKITMKA€ETbCs ehekropamu. CriaHi 1UISIXW Mepeaadi CUTHAJIIB CXOAThCS B IESIKMX TOYKaX (YMOBHO
MMOKa3aHO YOPHMM KOJIOM Ha MOYATKy CIIPSIMOBAHOI BHM3 CTPIJIKM), XO4Ya iHIIi CUTHAJIbHI LIJISIXA MOXYTb OyTH
YHiKaJIbHi [IJI1 KOXHOTO PiBHSI IMYyHITETY POCIMH (IIOKa3aHO TOHKMMMU CTPiIKaMU, 1110 He CXOHsAThes ). [lo3HaueHHsI:
natepuu: DAMPs — acomniiioBaHi 3 MOIIKOMXEHHSIM MOJeKysapHi nmatepHu; dsRNA — nBomanioroBa PHK;
HAMPs — acouiiioBaHi 3 1IKiZHUKaMU MOJIeKyJsipHi matepHu; MAMPs — couiiioBani 3 MikpoopraHismamu
MoJieKyisipHi atepHu; NAMPs — acoriiioBaHi 3 HemMarogamMu MoJieKyJisipHi nmatepHu; ParAMPs — acoiiifioBaHi
3 TIApa3UTUYHUMU POCIMHAMU MOJIeKYJsipHi marepHu. ImyHHI ceHcopu: ERRs — peuenropu, 1o posmizHaioTh
edpexropu; PRRs — peuenropu, 1o posmizHaoTs natepau; RLKs — penentop-monioHi kiHazu; RLPs — peuenTop-
noxioHi 6iaku; TNL i CNL — 6inku criiikocti pociaus 3 nomeHamu TIR i CC BignosigHo. JIoMeHU iIMyHHUX CEH-
copiB: CC — cynepcnipanbHuii; EGF — romosnoriunuii emigepmaibHoro dakropy pocty; LRR — 36araueHnx
JeiinuHoM ToBTOpiB; LysM — nisuHoBuit MotuB; NB — 3B’sa3yBanHs Hykjieotuny, TIR — 3 romouoriero
LIUTOTUIa3MaTUYHUM JoMeHaM Oinka Toll apo3odinu i perientopa iHTepieiiKiHy-1 ccaBliiB

3aryckalwTb 3axucHi peakuii (Gust et al, 2017) | curHanis, IO CIPUIMAIOTHCS, BUILISIIOTH 1BA PiBHS
(puc. 1). aKTUBHOTO 3axucty pociauHu. [lepmuit piBeHbp —

Ha mouartky 2000-x pokiB J. Jones i J. Dangl | 6a3ajibHUII iMYHITET — BMKIMKAETHCS BiTHOCHO
IJIST B3a€EMOIii POCIMH i (hiTOMATOTeHHMX Opra- | KOHCepBATMBHUMHU €K30T€HHUMHU MOJICKYJISIpHU-
Hi3MiB 3alpomnoOHYBaM MOjeNb «3ur3ar» (Jones, | MU maTepHaMu MaTOreHHUX OpraHi3MmiB, ab0 eHI0-
Dangl, 2006). B 11iit MozeTi B 3aJIeXKHOCTI Bill TUITy | TEHHUMM MOJIEKYJISIPHUMM TTaTeépHAMU POCIIVHH,
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Puc. 2. Monenb «3ur3ar» B3a€MOJil poc/IvH i ¢iTonaToreHHUX opraHizmiB. Koy moTeHLiaIbHUIT TaTOreH HaMara-
€TbCSl TIOTPAIUTU B POCIUHY, 3’SIBJISIIOTbCSI €K30T€HHI Ta €HAOTeHHI MOJIEKYJSIPHi MaTepHU, SIKi PO3Mi3ZHAIOTHCS
PRRs, 1110 3armyckaroThb repiiy iMyHHY BiltoBifb (0a3aabHUI iMyHITET). AZanTOBaHi MaTOTeHU BUILISIOTH €(heKTOPH,
SIKi TaK YU iHaKIlle NPUTHIYYIOTh 3aXUCHI peakilii 6a3a1bHOr0 iIMyHITETY i BUKJIMKAIOTh CTaH CIIPUNHSTIMBOCTI. Y
BiIMOBiOb Ha 1€ Y POCIUH 3’SIBJISIOTHCSI OUTIKM CTIMKOCTI, SIKi PO3Mi3HAIOTh MPUCYTHICTh €(PEKTOPIB i 3aIMyCKarOTh
iMyHHi peakuii. [TaToreHM MOXYTb BUILIATH HOBi Ta/abo 3MiHeHi edekTopu, SIKi MepecTaroTh PO3ITi3HABATUCS
HasIBHUMU OiJIKAMU CTIIKOCTi i poOJIsATh POCIIMHY 3HOBY CHPUMHSITIMBOI. Y CBOIO Yepry, Y POCIUH 3’ SIBJISIIOTHCS
HOBI OiJIKM CTIHKOCTI, SIKi PO3IMi3HAIOTh MPUCYTHICTb HOBUX €(MEKTOpPiB i 3HOBY 3aIlyCKarOTh IMyHHY BiAIlOBiIb
(«roHKM 030po€Hb» rocroaap-mnaroreH). Yacro (ane He 3aBxau), peakilii PTI MeHII iHTeHCUMBHI y MOpiBHSIHHI 3
peakuismu ETI, mo nmokazano mrpuxamu Ha ctpiiii PTI. TTosnayenns: PRRs — penenropu, 1110 po3rmizHaioTh
natepuu; PTI — imyniter, mo BukiaukaeTbes matepHamu; ETS — iHmykoBaHa edeKTopaMy CIPUIHSITIUBICTD;

ETI — imyHiTeT, 1110 BUKJIMKAEThCS edekTopamu; R-0inku — OUIKM CTIAKOCTI pOCIMH

SIKi 3’SIBJISIFOThCS Y BiATIOBilb Ha aTaky IMaTOTCHY.
bazanpHuii iMyHITET Ha3MBaIOTh TAKOX IMYHITe-
TOM, 1110 BUKJIMKAEThCS MaTepHamu (pattern-trig-
gered immunity, PTI) (Shamrai, 2014; Choi, Kles-
sig, 2016).

VY Bunmagky naToOreHiB, $IKi B HOpPMi He mMa-
pPa3UTYIOTh Ha JAHOMY BUIi POCIMH, TOOTO st
SIKUX LIS1 pOC/IMHA He € rocrojapeM, peakiii PTI
YCIIIIHO TepelKOoIXaloTh MOLIIUPEHHIO MaTore-
Hy, HE IO3BOJISTIOUM MOMY ITapa3uTyBaTH B/Ha
pociuHi. OgHAK aganToBaHi 10 KOHKPETHUX BU-
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JiB pOCIUH (piTOMAaTOreHHi OpraHi3Mu BBOISITh B
pocJIMHY OinKOBi edekTopu, SKi 34aTHI TUM YU
iHIMM yuHoM npurHiyyBatu PTI. Edexropu po6-
JISITh POCJMHY CIPUNMHSATIMBOIO A0 naTtoreHy (ef-
fector triggered susceptibility, ETS).

VY BianoBiab Ha 1I€ POCIMHU B IPOLIECi €BOJIIO-
Lii BUpOOUIM ApPYTY JIiHiI0 aKTUBHOTO 3aXUCTy —
30aTHICTh PO3ITiI3HABATH NPUCYTHICTH €(pEeKTOpiB
MaTOTeHiB SIK CUTHAJIM HeOe3IeKu Ta iHilliloBaTu
IMYHITET, IKMii BUKJIMKAEThCSI e(heKTOpaMu TaTo-
reHiB (effector-triggered immunity, ETI) (Boller,
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Felix, 2009; Spoel, Dong, 2012; Peng et al, 2018).
IMpucyTHicTh edeKTOpiB PO3Mi3HAIOTh PELEnTO-
pH, iCTOpUYHO 3BaHi OilKaMM CTIMKOCTI pPOCIUH
(R-6inkamu). Y maroreHiB MOXYTb 3’SIBJSITUCS
HOBi edeKTopu, 31aTHi YHUKATU pO3IMi3HABaHHS
a6o mpunymyBatu ETI pociauH; B cBow yepry y
POCJIIMH MOXYTh PO3BUBATHUCS HOBiI OIIKM CTili-
KOCTi, 37aTHi pO3ITi3HATHM HOBI edeKTopM I1aTo-
reHiB (puc. 2).

Binminnocti mixk PTI i ETI monsraroTe He
TIJIbKY B TUIIAX CUTHAJIIB, 10 CIIPUIIMAIOThCS, ajie
1 B TUOax iIMyHHHUX CEHCOpiB — peLenTopiB, SKi
pO3IMi3HalOTh CUTHAIM Hebesdrneku. Perenropu,
10 PO3Mi3HaTh maTepHu (pattern recognition
receptors, PRRSs), MaloTb MoO3akJIiTUHHY CEHCOP-
HY JIUISTHKY. 3a/IeXKHO Bifl CTPYKTYPH iX BiIHOCSITh
abo 10 peuenTop-nodioHMX KuHaz (receptor-like
kinases, RLKSs), aki MaioTh HuTOIIa3MaTUYHUIA
KiHa3HUI JOMeH, abo 0 pelenTop-ITogiOHMX Oi-
KiB (receptor-like proteins, RLPs), siki He maioTh
LIMTOIJIA3MaTUYHOTO CUTHAJIbHOTO JoMeHa (Sai-
jo et al, 2018; Yun et al, 2018). 3 iHuIoOro 6oky,
3HaAyHa OiNBILIICTh pelenTopiB, SIKi PO3Mi3HAIOTh
MPUCYTHICTh eheKTopiB naroreHiB (effector recog-
nition receptors, ERRS), € BHYTpillIHbOKJITUH-
HUMHU i MPEAcTaBlIeHi MYJbTUIOMEHHUMU OiJIKa-
MM, 1O MiCTSITh CalT 3B’SI3yBaHHSI HYKJICOTUIIB i
JIISTHKY 30aradyeHux JeluHoM MoBTopiB (Jones,
2001; Gtowacki et al, 2011; Peng et al, 2018).

Xoua MoJeb «3Ur3ar» B OCHOBHOMY Ji€Ba i
LLIMPOKO BUKOPUCTOBYETHCS, BOHA MAa€ TMeBHi 00-
MEXEHHS i HE OXOILTIOE JIeSIKi BUITAIKKW IMYHITETY
POCJIMH, KOJIU HeMa€e sicHoi BimMiHHOCTI Mix PTI
i ETI abo nmatepnamu i epekropamu. Hampukian,
nIesiKi epeKTopH, 110 BUAUISIIOTHCS MiKpPOOpPTaHi3-
MaMU, 3HAXOMIThCS B allOIUIACTI i PO3ITi3HAIOTHCS
pelenTtopaMu 3 TMO3aKJIiTUHHUMM JTOMEHaMU, SIKi
3a cTpykryporo BimmoBimHi PRRs, ane He ERRs
(Schellenberger et al, 2019; Kanyuka, Rudd, 2019).

o6 ycyHyTM OOMEXEHHS i HEBiAIOBiTHOCTI
MOJIENi «3UTI3ar», HEIOAaBHO OyJIM 3aIpOIIOHOBAHI
aJIbTePHATHMBHI KOHUEMIIil iMyHITETY pOCIWH, 3a-
CHOBaHiI Ha PO3IMi3HABaHHI MPOHWKHEHHS I1aTO-
reHiB 3a JIOMNOMOIOK TMaTepHiB iHBa3zii (invasion
patterns, IP), siki BKJIIOUYalOTh BCi MOJIEKYJIU Tia-
ToreHiB abo pociauH. Tomy IPs oxomiooTs eH10-
TeHHi i eK30reHHi maTepHU, e(PEKTOPU, a TAKOXK
Oyab-sIKi iHIIi €BOIOLIIHHO KOHCEpBaTUBHiI a00
BapiaOeJIbHI MOJIEKYJIM MiKpOOHOTO ab0 pPOCIUH-
HOTO TOXOJXKEHHSI, SIKi CIPUIMAIOThCS POCIU-
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HOIO sK HeOe3reka He3aIeXXHO BiA iX MOXO.I-
JKeHHs abo ix moTeHuiitHOoi ¢yHKUii (Schellen-
berger et al, 2019).

Y uux mopensx IPs cnpuitmarotbesa IP-pe-
uentopamu (IPRs). IPRs nmopinsors abo Ha iMyH-
Hi peuentopu Ha KIiTMHHINK moBepxHi (CSIRs,
cuHoHiMiuHi PRRSs), ski Bkmouatorh RLKs i
RLPs, a60 Ha BHYTpPIIIHBOKIITUHHI iMyHHI pe-
uenropu (IIRs), B ocHoBHOMY cuHOHiIMiuHi ERRs
(Kanyuka, Rudd, 2019).

OaHak MOIEeNb «3UI3ar» € 3pYYHOI KOHLET-
TyaJIbHOIO MOJIEJUIIO, sKa J00pe Mpaloe B Oilb-
mocTi BunaakiB. BoHa He 3a00poHSI€ iCHYBaHH:
MO3aKJITUHHUX e(eKTOpiB i OINKIB CTIKOCTI, SIKi
MaloTh TMO3aKJIITUHHI noMeHu. PosmizHaBaHi ma-
TepHU, SIK €K30T€HHi, TaK i eHJOreHHi, € Oilbll-
MEHII KOHCEPBATUBHUMM i 3aBXAU MPUCYTHI Yy
naToreHiB abo pocauH. B Toil Xe yac edexropu
CEKPETYIOThCSI MaToreHaMu abo BBOISTHCS HUMU
0e3IocepeIHbO Y KIIITUHU POCIWUH, TyXKe MiHJIN-
Bi 1 MOXyTb B3araji mepecTaTd €KCIIpeCyBaTHCS.
Tomy o06’emHyBaTM iX B oOmHy KaTeropiro IPs
HaBpsim 4K gopevyHo. Hapeiurti, y BUIIanky imy-
HiTeTy, 10 BUKJIMKAEThCS e(heKTopaMu, I'eHeTHY-
HO CIIOCTEPira€ThCsl B3aEMOisl «Ie€H-Ha-TeH» (IUB.
HIU>XYE), sIKa BiACYTHSI MpU IMYHITeTi, 11O BU-
KJIMKAETbCI MaTepHaMu. TakuM 4YMHOM, MOJENIb
«3Ur3ar» OLIbII afeKBAaTHO OIMCYE B3a€MOZii Ia-
TOTEHIB 3 POCJIMHAMM B MOPIBHSIHHI 3 aJlbTepHa-
TUBHUMU MOJEISIMU. 3 L€l NPUUMHU B Ll poOOTi
OyIyTh BUKOPHUCTOBYBATUCSI TEPMIHOJOTISI i KOH-
Lemnlii, sIKi JexaTb B OCHOBI caMe 1Ii€i MoAeJi.

Mertoro maHoi poOOTH € OINISIA CydYacHUX Hay-
KOBMX JaHUX, MPUCBIYCHUX PO3YMIHHIO MoJie-
KyJISIDHOI OpraHizallili Ta akThBallii iMyHHUX CEH-
COpiB POCJIWH, SIKi pO3Mi3HAIOTh BTOPTHEHHS IIa-
TOTEHIB.

BuueprnHi cnucky oxapakTepu30BaHMX Ha Aa-
HUII MOMEHT MaTepHiB Ta iX peLenTopiB, edek-
TOpPIiB i OUIKIB CTIAKOCTI HassBHI B OCTaHHIX OIJISI-
ngax, Hanpukiag Noman et al, 2019; Abdul Malik
et al, 2020; Bentham et al, 2020, Sun et al, 2020 i
B 1Iiii poOOTi HABOAUTUCS HE OYIYTh.

Ilamepuu, wo eukaukaromov 0a3a1bHUll IMYHi-
mem, i ix peyenmopu. $IK OyJ10 3a3HAYE€HO BHUIIIC,
MOJIEKYJISIDHI CUTHATYpu (MaTepHu), 110 PO3Mi3-
HatoThcst PRRS, MoXyTb OyTHM €K30T€eHHMMM i
eHporeHHUMU (puc. 1).

Y BumagKy €K30r¢éHHUX MaTepHiB IOTEHIIIHO
HEOEe3MeYHi areHTU pO3Ii3HAIThCSA 3a TOSBOIO
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MOJIEKYJT ab0 YacTWH MOJEKYJ, SKi BiICYTHI y
POCJIMH i CBimyaTh PO MOSIBY «HE CBOro». Taki
naTepHU acollilioBaHi 3 yciMa rpynaMu MNaTOTeHIB
Ta ILIKiJHWKIB, 10 MEILIKalTh Ha POCIMHAX: 3
MikpoopraHizamamu (Microbe-Associated Molecu-
lar Patterns, MAMPs), 3 ¢itonatoreHHUMU He-
matogamu (Nematode-Associated Molecular Pat-
terns, NAMPs), 3 komaxamu-1ikinHukamu (Her-
bivore-Associated Molecular Patterns, HAMPs),
3 mapasuTuuHumMu pocimHamu (Parasitic Plant-
Associated Patterns, ParAMP) (Choi, Klessig,
2016; Saucet, Shirasu, 2016; Basu et al, 2017;
Gust et al, 2017). MoJaekyaapHUMU TlaTepHAMMU,
acolilioBaHMMU 3 (PiTONMATOTEHHUMU BipycaMH, €
nBosanmioroBi PHK (Niehl et al, 2016). Y tumnoso-
MYy BUIAAKy MiHIMaJIbHOI CTPYKTYPHOKO OJMHM-
IIE10, MOCTaTHLOIO IS aKTMBallil IMYHHOI Bid-
MOBifi, € yacTMHA MOJEKYJIM maTepHa (eriToIr).
Hanpuknan, nporotuniom MAMPs B napuHi imy-
HITETY pociuH € OakTepialbHUI arediH, y
sgkoro emitorioM € mentup flg22, mo mictuth 22
aminokuciotu (Felix et al, 1999).

EnporeHHi matepHu 3’SIBISIIOTHCSI B POCIMHAX
y BIANOBiIb Ha ypakeHHS MaTOreHaMu Ta TIO-
LIKOKEHHS IIKITHUKAMM, TOOTO acoliiioBaHi 3
yiikomkeHHsiMu  (Damage-Associated Molecular
Patterns, DAMPs) (Shamrai, 2014; Bartels, Bol-
ler, 2015). A. Gust ta cniBaBropu (Gust et al,
2017) nonifsitoTh iX Ha TMEPBUHHI i BTOPUHHI.
IlepBuHHI €HAOreHHiI TMaTepHU, ab0 «KJIACUUYHi»
DAMPSs, BUBIIBHSIIOTBCSI TTACUBHO i HE BMMAaraioTh
OiocuHTe3y, MpOILECiHTy abo ceKpellii HeYLIKOI -
XKeHuMH KinituHamu. IIKiZHUKM, 10 Xap4yloThb-
Ccs Ha PpoOCIMHAaX, MexaHiYHO Ta/abo XiMiuyHO
YIIKOIXYIOTh POCJIMHHI TKAHWHU, MiKpOOHi IaTo-
TeHU pYHHYIOTh TKAHWUHU POCJUH TiAPOJITUUHUMU
¢depMeHTamMu. TakuM YMHOM Y aroruiacTi pOCIUH
3’SIBJSIIOThCSL (DparMeHTU TOJILYKPiB KJIITUHHOL
CTiHKMU, iHIII acouiffoBaHi 3 KJITUHHOI CTiHKOIO
MOJIEKYJIM; TaKOX B amoIlJlacT BUXOAWUTh BMICT
3pYHHOBAHUX KJIITUH, 30KpeMa 3’ IBJISTIOThCS 1103a-
kaituHHi AT®, HAAY, JHK Tomo. Kpim Toro,
NPy YIIKOMKEHHI POCAWHMU BUAUISIOTH JIETIOUi
opraHiuHi cnonyku (Gust et al, 2017; Hou et al,
2019; Ferrusquua-Jimiinez et al, 2020).

BTopuHHiI eHAOreHHi MaTepHU € TeNTUIaAMU
POCIUH, 110 MOAYJIOITH iIMYHHY BiAmnoBinb (Bar-
tels, Boller, 2015; Gust et al, 2017; Hou et al, 2019).
Y TunoBoMy BUMAAKY IIi OIIKM CUHTE3YIOTHCS SIK
BEJIMKiI MPOIPOTEIHMU, SKi 3a3HAIOTh IPOLECIHTY
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3a JIOMIOMOTOI0 MPOTEOJiTUYHOTO PO3IUETIJICHHS i
BUIISIIOTBCST  KJIITUHAMM  TIPYM  MOLIKOMIKEHHI,
0o0poO1Li IHIIMMM MaTepHaMu abo artalli ImaTore-
HiB. IlepmmmM cepen TakvMx NENTUIIB OyJ10 BUSIB-
JICHO CHUCTEMiH, SIKMI 3yCTpiya€ThCcsl B TOMaTax.
CucteMiH siBJisie cobor moinenTtua 3 18 amiHO-
KUCJIOT, KOTPUI YTBOPIOETHCS TIPU MOIIKOIKEHHI
a00 Hamazai WKIiTHUKIB, 3 ITONepeaHuKa IPOCHC-
TeMiHy, KUl ckiagaeTbes 3 200 aMiHOKUCIOT. Y
MPOLECIHTY CUCTeMiHy OepyTh ydyacThb (iTocna-
31 — acrnapTar-crieuugiyHi rmporeasu pocavH Po-
auHu cyorina3 (Beloshistov et al, 2018). Hapasi
KpiM CHUCTeMiHy igeHTu(iKoBaHO 0araTo iHIIMX
NENTUIIB, SIKi BUAUISIOTBCS Y BiIMOBiIb HA MO-
IIKOKEHHS a00 aTaky ITaTOreHiB Ta IHIIIOIOTh
IMYHHY BIiIIIOBiAb POCAWH, HANPUKIAL MENTUAA
AtPep apabugonicuca (Gust et al, 2017; Hou et
al, 2019).

PocavHu TIpoayKyroTh 3HAYHY KiIbKIiCTb TI€TI-
TUJIIB, 10 CEKPETYIOThCS, SIKi TMOB’SI3aHi 3 pery-
JIIOBaHHSIM POCTY i pO3BUTKY. OCKIJIbLKM BOHM
e(eKTUBHI B HU3BKMUX KOHIEHTpALigX i pO3Mi3-
HaIOThCS CIEeUU(PIUHUMU pelenTopamMu, ix po3-
MISIAATh K TenTuaHi ropmoHu (Motomitsu et
al, 2015). OnHak cUCTeMiH i iHILI TTOB’s13aHi 3 iMyH-
HOIO BiIMOBIAAI0 POCIUH MEeNTUAM (PyHKLIOHATb-
HO BIiAMOBiZalOTh UMTOKiHAM TBapuH. LIMTOKiHMU,
SKi BimirparoTh pojb Yy 3aXWCTi Trocrmopaps, Ha-
31MBalOTh IMYHOMOIYJIIOIOUMMHU areHTamMu, a He
nentuaHuMu ropMoHamu (Turner et al, 2014). Lle
0O0YMOBJIEHO THM, 1110 BOHU He BUPOOJISIIOTHCS i HE
CEKPETYIOThCSl CHelliali3oBaHMMU 3ajio3amMu abo
TKaHWHAMM, ajieé TIPOAYKYIOThCSI Oe3/Iiu4io TUIIiB
IMYHHUX KJIITAH TBapuH. BOHM BOJIOMiIOTH aes-
KMMU O3HAKaMU, 3arailbHUMU 3 BTOPMHHUMU €H-
JOT€HHUMU CUTHAJIaMU POCJIUH (CUHTE3YIOThCS Y
BIAMOBiAbL Ha TMaTEpHM MaTOTeHiB a00 MEepBUHHI
DAMPs, cuHTe3yl0ThCS y BUIJISIII TIPOMPOTEIHiB,
pO3Mi3HAIOThbCS  ClelU(piUYHUMU  pelenTopamMu
Touo). Taka cxoxicTh, Ha aymMKy A. Gust i crmi-
BaBTOpiB (Gust et al, 2017), 3a0e3neuye JOCTATHBHO
JIOKAa3iB UIs1 3rafikv iMyHOMOIYJTIOIOUUX MENTHIIB
POCIVH SIK LIMTOKiHIB pociuH ((iTOLIMTOKIHIB),
SKi  (PYHKLIOHAJIBbHO BiANMOBiJAIOTh LMTOKiHAM
Metazoa.

Bume Oyno 3a3HauyeHo, 1O pelenTtopu Oa-
3aJJbHOTO IMYHITETY MOAUISIIOTH HA peuenTop-
noxiOHi KiHa3M i pelenTop-noaioHi oinku. Takox
PRRs pocianH po3nogijisitoTh Ha ITiJICTaBi MPpUPO-
JIU TI03aKJITUHHOTO CEHCOPHOIo JOMEHY (pMuc.
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1). Peuentopu, 110 MiCTATh AiISIHKY 30araueHux
neiiumHoMm moBTOpiB (LRR) mepeBaxkHO po3rmis-
HaloTh OiKM abo menTuaud, Taki K areiriH
abo akrop enonrauii Tu (EF-Tu) Oaktepiii,
abo X BTOPWHHI €HAOTreHHi TENTWIHI MaTepHU
pocauH. Peuentopu 3 Ji3MHOBUM MOTUBOM
(LysM) 3B’s13y10Th JliraHAW BYTJIEBOIHOI TPUPO-
IV, HampMKJaa XiTUH TpuOiB ab0 MENTUIOTIIIO-
KaHM OakTepiii. Pertentopn 3 TOMEHOM JIEKTUHIB
posmizHaloTh To3akmiTHHHY AT® abo Gakrepi-
anbHi Jinonojicaxapuau. Ilo3akmiTuHHI peren-
TOpPHi JOMEHHU, MOMiOHiI emigepMaibHOMY (hak-
topy pocty (EGF) posmizHaioTh oJjiroraaakty-

POHIAM — TIOXigHiI KJITUHHUX CTiHOK POCIUH
(Couto, Zipfel, 2016; Gust et al, 2017; Kanyuka,
Rudd, 2019).

Hesixi 3 PRRs 3yctpivarorbcsd y 6araTbox poc-
nuH. Hanmpuknan, y GakrepiaabHoro areiiHa
ernitonoM € nentun flg22, 1o MicTuTh 22 aMiHO-
kuciaotu (Felix et al, 1999). Y pocnun Arabidopsis
thaliana peuentopom flg22 € TpaHcMeMOpaHHa
npoteinkiHaza FLS2 (FLAGELLIN SENSING 2)
(Gymez-Gymez, Boller, 2000). Optonoru FLS2
(i peuernuist flg22) MOBCIOAHO TOLIMPEHI Y BUILIUX
pocauH (Boller, Felix, 2009).

Inmri PRRs € yHiKaabHMMM TSI OKPEMUX PO-
IvH pocsivH. Hampukian, 6akrepianbHUil pakTop
enonrauii EF-Tu € MAMP mns pocivH ponuHU
Brassicaceae. Vioro emiton N-TepMiHaTbHUI alie-
TiaboBaHUi Tientu elf18 posmizHaeTbest pelen-
topoMm EFR (EF TU RECEPTOR) (Zipfel et al,
2006). Y pociH iHIINX POIWH BiICYTHI TOMOJIOTH
EFR, i elfl8 He BUKIIMKA€E iMyHHOI BiAIOBiIi.

Iniuyirosanna imynnoeo cuenany PRRs. Poamiz-
HaBaHHSI CUTHAJy HeOE3MeKM i aKTUBallisl peremn-
TOpa BiIOYBAa€TbCS uepe3 Oe3nocepeaHE 3B’SI3y-
BaHHS TIaTepHIB 3 MO3aKJITUHHUMU peELENTOpP-
HUMW JTOMEHaMU IMYHHUX CEHCOpIB 0a3aJlbHOTO
imynitety (Kanyuka, Rudd, 2019). PRRs, sk
RLKs, tak i RLPs, micas 3B’si3yBaHHS 3 JliraH-
JoM (TaTepHOM) YTBOPIOIOTh AMHAMiIYHI KOMII-
JIEKCU 3 PETYJISTOPHUMU PELENTOPHUMU KiHa3a-
MM B IIJIa3MaTU4YHIi MeMOpaHi IS iHililoBaHHS
nepenavi iMyHHuUX curHaiiB. Hampuxian, penen-
TOPHi KiHa3M 3 MO3aKJIiTMHHUM JOMEHOM 30ara-
yeHux JeinuHoM moBTopiB (LRR-tumy) apa6i-
moncuca FLS2, EFR, PEPR1 i PEPR2, saxi
po3mni3HaloTh OakrepianbHuii darenin, EF Tu i
enpgoreHHi nernruau AtPepl i AtPep2 BinmnmosinHO,
BCi acolliffoBaHi 3 PEryasTOPHOIO PELEHTOPHOIO
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kiHazoo LRR-tunmy BAK1 (BRI1-ASSOCIATED
RECEPTOR KINASE 1) (rakox Bimomoio sk
SERK3) i 3 iHIIMMU peuenTopHUMU KiHa3aMu
comatuyHoro embpioreHesy SERKs (SOMATIC
EMBRYOGENESIS RECEPTOR KINASES)
(Shamrai, 2014; Couto, Zipfel, 2016) (puc. 3).

BAK1 mo cyri € kopeuentopom mast FLS2 B
posnizHaBaHHi nentuay flg22. Ilentun gie sk
«MOJIEKYJIIDHUI  KJei», TMOB’SI3yIouu I103aKJi-
tuHHI goMeHn FLS2 i BAK1 (Sun et al, 2013).
I'eteponumepizanis FLS2-BAKI1 BinOyBaeThcst Maii-
Ke MUTTeBO micast momaBaHHs flg22. Ile moxke
BUKJIMKATU TIPUITYLIEHHS, 110 y apabigorcuca
FLS2 i BAKI wmornmu © OyTM TIpUCYTHIMU B
rnomnepeaHbO 3i0paHUX KOMILIeKCaX Ha Iuia3Ma-
TUYHiA MeMOpaHi, mMpoTe AOKa3W ILIbOTO HEe Oy
pusiBiieHi (Couto, Zipfel, 2016).

FLS2 i BAK1 yepe3 KiJibKa XBWIMH ITiCJs TT0-
YaTKOBOI TeTepoAumepizalii, BUKIuMKaHOi flg22,
PEOPraHi3yloThCsl B MyJIbTUMEPHiI KOMILJIEKCH, aJie
OiosioriyHe 3HAYEHHSI LIMX OiIbLIMX KOMILUIEKCIB
3anmmIaeTbes Hes’scoBanmM (Couto, Zipfel, 2016).

V¥ peuenrtop-noaioHux 6inkiB (RLPs) Biacyt-
Hii HUTOIJIa3MaTUYHUIA CUTHAJIBHUM KiHa3HMUIA
JOMEH, i TaKuM YMHOM IiCHyE MoTpeba B [0-
JATKOBOMY OiJIKy 3 BiAMOBIAHOIN AaKTUBHICTIO.
RLPs LRR-Tumy KOHCTUTYTMBHO acoIlliiioBaHi 3
SOBIR1 (SUPPRESSOR BIR1-1) a6o SOBIRI-
NoAiOHMMU KiHa3zaMH, YTBOPIOIOUM OiMOJIEKYJISIp-
HUI eKBiBaJIeHT pelienTopHoi KiHa3u. Ilicns 3B°d-
3yBaHHs JjiraHay, komruiekc RLP-SOBIRI1 pe-
kpytye BAKI1 a6o inmi SERKs (Van Der Burgh
et al, 2019).

IMoniono BAKI1 nmns peuenrtopiB LRR-Tumy,
HaleBHO aHaJOTiYHY pOJib ISl PEeLenTopiB 3
nisuHoBuM MoTuBoM (LysM-tuny) rpae CERKI1
(CHITIN ELICITOR RECEPTOR KINASE 1).
Peuenrop-nonionmii  6imoxk puca LysM-tumy
CEBiP (CHITIN ELICITOR-BINDING PRO-
TEIN) nipu 3B’s13yBaHHi XiTUHY YTBOPIOE TOMOIM-
MEp, MICJIS YOTro BiAOYBAETHCS TeTepPOIMMEpPi3allis
3 CERKI. JIBa inmmx RLP puca, LYP4 i LYPG6,
€ pelLernTopaMM XiTUHY i MEeNTUIOIIiKaHIiB, TOOTO
MaloTh MOABIMHY crelugiuHicTh. BoHU Takox
acouirorotbess 3 CERKI1 puca jiraHm-3ajekHUM
yuaoM (Couto, Zipfel, 2016).

Y pocnuH apabugorncuca BBaxasiv, IO OiTOK
CERKI € emuHuM pelentopoM XiTMHY, TOMY
10 MOpu OOpoOIi XiTMHOM BiAOYBa€eTbCAd KOro
romoauMepizaiig. OgHak Ti3Hille 3’sacyBanocs,
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FLS2 ®narenin abo
BAKI1 flg22
- 2 :
Ilna3maTuuHa meMOpaHa

Hwuronnazma PR P

PiP

BIK1 Ta iHumi Bzaemne
RLCKs (ochopuioBaHHs

IHiniroBaHHS )

iMYHHOI BiImoBimi

EnpouuTo3 i yOiKBTiH-3a)IeKHE
PO3IIETICHHS

Puc. 3. IninitoBanHs1 imyHHOI Binnosini peteniropom FLS2 apabunoncuca. B He aktuBoBaHoMy ctaHi FLS2 yTBOpioe
peuentopuuit komrmiaeke 3 BIKI1 i iHmmmu kiHazamu RLCKs. Penenrtop-nonioHa kuHaza BAKI Takox B3a-
emogie 3 kiHazoro BIKI1 i nBoma criopinHenumu E3 y6ikBituH-nirazamu PUB12 i PUBI3 (Ha MaintoHKy He mo-
kazani). [licnsa 3B’s3yBanHs flg22 mpakTU4HI Bigpa3y BinOyBa€eThCsl B3aEMOiS pelienTopHoro Komrekcy FLS2 i
kiHasu BAKI1 (i moxumBo 3 iHmmmu KiHazamu ponnHu SERK) i moxii B3aemHoro docdopumoBanHs KiHa3. BAK1
Takox dochopumoe yoikpiTuH-mirazu. Jdani BIK1 ta inmi kiHasu RLCKS BimoKpeMIIOI0TbCS Bifl PeLETOPHOIO
KOMILIEKCY i iHiLliIOIOTh LUISIXYM TepenaBaHHsl curHamiB iMmyHHoi Bigmosimi. FLS2 i iimoBipHo BAKI1 3a3HaioTh
noniy0ikBiTiHi3aLlii i gerpagauii B npoteacomi. Ha pucyHky criopigHeni 6iiku RLCKs rno3HaueHi omHUM 3Hay-
KoM 3amis crapouieHHs. [lo3Hayenns: FLS2 — peuenTop dmarenina, BAK1 — perynsitopHa penenropHa KiHasa,
BIK1 — uutoruiazmatuuHa peuenrop-nofioHa kiHaza, RLCKs — nuroruiasmatiuHi perienTop-roAioHi KiHas3u,
flg22 — mentun (emiTom), uepe3 KU PO3IMI3HAETHCS OakTepiaabHuil ¢uarenid. Jliteporo P mo3HaueHe
dochopumoBanns KiHa3. Kpim FLS2, BAK1 nogioHuM unHOM pekpyTyeTbes B Komiiekc PEPR1-AtPepl. Otxke,
6inku SERKs yTBOpIOIOTH MYyJBTUMEpPHiI KOMIUIEKCU 3 OaratbMa (skino He 3 ycima) RLKs i RLPs, axi MmictaTh
ceHcopHy aissHKY LRR-Tumy, He3anexHo Bin Toro, un O6epyTb BOHM YYacTi B iMyHiTeTi ab0 B mpoliecax pocty i
po3Butky (Couto, Zipfel, 2016; Chakraborty et al, 2019). SERKS MOXyTb 4acCTO BUCTYITaTH B SIKOCTi KOPEIETITOPIB,
i 3B’5130K 3 OCHOBHMM JIiTaH/I-3B’SI3yIOUMM PELIENITOPOM 3a0€3MEeUyEThCS CaMUM JIiTaHIOM. AJie MOXYTb iCHYBaTH
¥ iHmi MexaHizmu pexkpyryBaHHs SERKs. Hanmpukian, 3B’s3yBaHHS 3 JIiraHAOM MOXKe iHIYKYyBaTW aJIOCTePUYHI
Mmoaudikalii Ha TOBEpPXHi pelenropa, sKi 3ade3neuyioTh mopanbiie pekpyryBaHHss SERKs. ¥V pociuH puca
peuenTopHa KiHaza LRR-Tumny XA21 koncrurytuBHo 3B’s13aHa 3 SERK?2, optonorom BAK1 apabumoncuca (Couto,
Zipfel, 2016)

1o peuenTop-nonioHa kuHaza Lys-M-tuny LYKS
MPOSIBJISIE OUTbII BUCOKY CITOPIAHEHICTb A0 XiTU-
ny, Hixx CERKI1, i HeoOximHa mis1 iMyHHOI Bifd-
nogiai Ha o06pobky xitTuHoMm. LYKS yTBOproe 3a-
nexHuii Big xituny komiiekc 3 CERK1 (Couto,
Zipfel, 2016), xoua i 3aJMILAETHCS HE OO KiH-
ST 3pO3yMiIMM, 4u opraHizoByloTbcss LYKS i
CERKI1 apabugornicuca B peLIENITOPHY CUCTEMY,
noxiony CEBiP i CERKI1 puca.
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TakuM 4MHOM, PEKpPYTYyBaHHSI PETYJSITOPHUX
pPeLEeNTOPHUX KiHa3 BU3HAYAETHCSI TUIIOM peliel-
topHoro gomeHy PRRs. BinnosinHo, xmHaza BAK1
He € HEOOXigHOIO IJIg iIMyHHUX BIIITOBiIEH, IO
3arnyckaroTbcst XituHoM, Tofi ik CERK1 He Gepe
yuacTi B flg22-omocepenkoBaHiil iMyHHill peakiiii.
3acnyroBye Ha 3ragky, o ani BAKI, ani
CERKI1 He € HeoOXigHUMM JUisl Tiepefadi iMyH-
HOro curHajgy peuentopa Jjainomnporeiny LORE
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(LIPOOLIGOSACCHARIDE-SPECIFIC
REDUCED ELICITATION) apabuaoricuca, siKuii
Ma€ peUenTOpHUI JOMEH JIGKTUHOBOTO THUITY
(Ranf et al, 2015). MoxauBo, Leil peLenTop
B3a€EMOJII€ 3 1lIe HEBIZAOMUMU KOpELIETITOPaMM.

IMicna 3B’sa3yBaHHi jgiranmy (marepHa), PRRs
POCIIMH PEKPYTYIOTb PELENTOP-MOAiOHI IIMTO-
mia3maTuuHi KiHasu RLCKs (RECEPTOR-LIKE
CYTOPLASMIC KINASES), ski 3abe3mneuytoTb
3B 430K MIX CHPUIHSTTSIM ITO3aKJIITUHHOTO JIi-
raHay i nmepegayero HU3XimHUX curHamiB (Shamrai,
2014; Couto, Zipfel, 2016). RLCKs € cybcrpaTa-
MU 1151 petenTopHrUX KoMruiekciB PRRs. Halikpa-
e BuBueHuM mipukiiagoMm € BIK1 (BOTRYTIS-
INDUCED KINASE 1), unen cyopomunu VII
RLCKs apabunoncuca. BIK1 ¢opmye koMmruiek-
cu 3 FLS2 i BAKI1 in vivo Ta in vitro. Tlicns ak-
tuBalii FLS2 ¢nareninom abo mentumom flg22,
gk Oyno ckazaHo Buiue, BAKI1 ¢dopmye komm-
nekc 3 FLS2 i ¢pochopumoe BIKI1. ITiciag nporo
BinOyBa€eThbcsl TpaHChOChHOPUIIOBAHHSI, TIPU SIKO-
my Bxke BIKI dochopuntoe FLS2 i BAKI. ITicas
noxiii pocopmwmonands BIK1 i inmi RLCKs,
HamneBHO, Bill’€IHYETHCS Bil PELIENTOPHOIO KOMII-
nekcy. AktuBoBaHi PRRs 3a3HaioTh eHAOUMTO3
1 Jaji pyWHYIOTbCS YOIKBITMH-3aJ€XKHHUM CIIOCO-
oom. Y cBoto uepry, RLCKSs, 110 BimokpeMu-
JIUCH, iHILIiIOIOTh iIMYHHY Bianosiab (puc. 3) (Sha-
mrai, 2014; Couto, Zipfel, 2016; Claus et al, 2018;
NA et al, 2020).

BIK1 i 6nusbkocniopinHeHi 6inku PBLs (PBS1-
LIKE KINASE) Takox HeoOXimHi mjisl akTuBallii
iMYHHMX BiaMmoBigei, 110 3amyckatTbcst elfl8,
AtPepl i xitTuHOM. VIMOBipHO, BOHU € TOYKOIO
paHHBOI KOHBEPIeHLil A CUTHAJbHUX WIJISIXiB,
ornocepeakoBaHux pizHuMu PRRs (Shamrai, 2014;
Couto, Zipfel, 2016).

€ npuxnagy iHmmx yucneHHux RLCKs poc-
JIMH, SIKi OITOCEPEAKOBYIOTh IMYHHI BiIITOBifi, 110
3aIyCKalOThCsl Pi3HUMU naTepHamu. HarmeBHo, 3aB-
ngky Benukiin KibkocTi RLCKS, gki pi3HATbCS
3 TOYKHW 30py IX crnopigHeHOCTi a0 pizHMX PRRs
1 MOXYTb aKTMBYBATW Pi3Hi TUIKM Mepeaadi CUr-
HajJiB B IMYHITETi, IO BUKJIMKAETHCS ITaTepHa-
MU, OazajbHMUIA IMYHITET POCAWH € HaIiiHOIO i
THYYKOIO CUCTEMOIO, SIKa iHIllIFOEThCSI B MOTPiO-
HUI1 yac i 3 HeoOxigHow iHTeHcuBHicTIO (Couto,
Zipfel, 2016).

CHpuiiHATTS TIaTepHIiB 3a y4yacTi JIOKali3o-
BaHMX B TUIa3MaTU4HIii MeMOpaHi OinKiB-peLen-
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TOpPiB BUKJIMKAE 3MiHM CTPYKTYpM HaHOJOMEHIB
(MiKpoAgoOMeHiB, JiMmiaHuUX padTiB) IIa3MaTUYHOI
MeMOpaHu, 3aBASIKM YOMY BUHMKAIOTh CUTHAJIbHI
OiKoBi xabu, sIKi 00 €IHYIOTb BiAIOBIAHI IJ1s1 KOH-
KpeTHoi cutyauii peuentopu (Ott 2017; Cassim
et al, 2019; Schellenberger et al, 2019). OmHak
y MexaHi3Mi (pOopMyBaHHI LIMX CTPYKTyp Iuia3ma-
TUYHOI MEMOpaHM IIlI€ 3aJIUIIAEThCI OaraTo He-
3’SICOBAHOTO.

Peyenmopu, wo posnizaroms npucymHicmo
eghexkmopis. IcTOpUUHO CcKJIagoCs Tak, IO came
i OUTKM pOCIIMH Ha3WBalOTh «OiTKAMM CTiiIKOCTi»
(R-6inkamu), a TeHU, 110 KOAYIOTH Wi OiIKKM —
«reHaMu cTiiikocTi» (R-reHamu). Xoya lie € He
30BCiM KOPEKTHUM, OCKIJIbKA 3i CTiMKICTIO poc-
JIVH MOB’SI3aHi i iHI YucaeHHI OiKW (HampuK-
nag, Ti Xk PRRSs), Bce X Taka TepMiHOJOTISI €
crtajioo. I'eHeTMYHO B3aeMoMis OULIKIB CTIMKOCTI
3 edeKTopaMu BiToOpaxkaeTbCsd Yy BUSIBIICHIN
H.H. Flor B3aemopnii «reH-Ha-reH» (Flor, 1971).
BinmoBinHO 10 Hei, pocauHa CTiilka Tomdi, KOau
B Hilf €KCIIPECYEThCS MEBHUI OUTOK CTIMKOCTI, a
naToreH excripecye edekrtop (OioK aBipyJeHT-
HOCTi 3a TEepPBUHHOI TEPMiHOJIOTIEID), TPUCYT-
HICThb SKOTro crenu@ivyHO pO3IT3HAETLCI JaHUM
OinkoM cTilikocTi. ToOTO TeHu, SIKi KOOYIOTh IIi
OiKu (CTIKOCTI pOCAUHU i aBipyJEHTHOCTI MaTo-
reHy) € B TIEBHOMY CEHCi KOMILIEMEHTapHUMU.
OpHak 3apa3 cTajlo OYEBUIHO, 110 KJaCUYHA MO-
JeJb «TeH-Ha-TeH» («OOMH-Ha-OAWH») TMOBUHHA
OyTM [IOMOBHEHA MOJESIMU <«0arato-Ha-oauH»,
«OMMH-Ha-0arato» i «baraTo-Ha-0arato», TOMY IO
OIMH OiJIOK CTIMKOCTI MOXe po3Ii3HaBaTU OiJib-
1Ie HiXX omHOro edexkropa, a oauH edeKTop MOXe
po3Mmi3HaBaTUCS OiIbII HiXXK OOHUM OIJIKOM CTili-
kocti (Hou et al, 2013).

3HavyHa OUTBIIICTh OIKIB CTIMKOCTI POCIMH €
BHYTPIIIHBOKJIITUHHUMU MYJbTUAOMEHHUMM OiJI-
KaMu, 1110 MIiCTATh JOMEH 3B’SI3yBaHHS HYKJIEO-
TUIIB i JOMeH 30arayeHux JeHIIMHOM MOBTOPIB.
i 6inku mosHauaroTh sIK NLRs (nucleotide-
binding, leucine-rich repeat). ¥ HaykoBiii JiTepa-
Typi ix HasuBarTh Takoxx NBS-LRR, NBARC-
LRR i NB-LRR (Jones, 2001; Gtowacki et al, 2011;
Sun et al, 2020). ¥ tunosomy Bunaaky NLRs poc-
JIUH CKJIafalThcsl 3 Tpbox AoMeHiB: C-TepMi-
HaJbHOTO JOMEHY 30arayeHux JICHLIMHOM TOBTO-
piB (LRR), LieHTpadbHOTO OOMEHY 3B’SI3yBaHHS
Hykjaeotuay (NB) i N-TepMiHaIbHUX cCyIepcri-
panbHoro gomeHy CC (coiled-coil) abo momeHy 3
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TFOMOJIOTI€I0 LUTOIIa3MaTUYHUM JoMeHam TOLL-
noaioHux peuentopiB TBapuH (6inka TOLL mpo-
30(inu i peuenTopa iHTepelikiHy-1 ccaBliB), 3Ba-
Horo gomeHoM TIR (Toll/interleukin 1 receptor).
Ha mincraBi cTpyKTypu aMiHOTEpMiHAJIBLHOTO JIO-
MEHY OiIKM CTIMKOCTI POCIMH ITI03HA4YaloTh Bifd-
noBigHo, 1K CC-NB-LRR a6o CNL, i TIR-NB-
LRR a6o TNL (Takken, Tameling, 2009; Sun et
al, 2020).

3a Bapialli€elo y MNOCJiIOBHOCTI aMiHOKMCJIOT
nomeH TIR momingroTs Ha aBi cyopomuau — TIR1
i TIR2. ¥V pmegxmx 6inkiB CNL cynepcnipaabHMi
JIOMEH Ma€ OCOOJMBY CTPYKTYpYy, TaKy K SIK Y
nomioHoro goMeHy Oinka crifikocti RPW8 apa-
oimoncuca. Taki OiIKM CTIMKOCTI IMO3HAYalOTh
Ak CC,-NB-LRR a6o RNL (Tamborski, Krasi-
leva, 2020).

IixaBo, mo CNLs y Beaukiii KiJIbKOCTI MpH-
CYTHi y ABOAOJBHUX i OJHOMOJBbHUX POCIUH, OM-
Hak Oinky TNLs y omHOZOJIBHUX POCIMH 3yCTpi-
YyalThCsl BKpail HeyacTo, i MalwTb TiIbKU JOMEH
TIR2 (Gtowacki et al, 2011 poky; Kim et al, 2012;
Tamborski, Krasileva, 2020).

3aciayroBye Ha OCOOJMBY yBary, IO JIOMEH
3B’s13yBaHHsI HykKJeoTuaiB (NB) R-6inkiB poc-
JIMH Ma€ HalOiIbll BHUCOKY TOMOJIOTilO caiTam
3B’I3yBaHHS HYKJICOTUIIB e(eKTOpiB iMyHHOIL
BinmoBimi i 3arm0Oesni KJIiTMH y TBapuH — OiNKiB
CED-4 nemaron i Apaf-1 mogunn. ¥V 3B’43Ky 3
muM gomMeH NB OinKiB CTIMKOCTI POCIMH 4YacTo
HaszuBaioTh JomMeHoM NB-ARC (nucleotide-bin-
ding, Apaf-1, R proteins, CED-4). binku poc-
muH NBLs pazom 3 Apaf-1 i CED-4 dopmyroTh
cyopoauny NB-ARC B poauni STAND (Signal
Transduction ATPases with Numerous Domains)
aykieorua-Tpudocdaras. binku STAND ¢yHk-
LIOHYIOTb SIK MOJIEKYJISIPHI MepeMuKadi, perysto-
FOYM KJIITWHHI BIATIOBIAiI 3a JOIIOMOTOIO 3aJIEXKHUX
Bin HykjeoTuay koHdpopmauiitHux 3miH (Lukasik,
Takken, 2009; Takken, Tameling 2009].

binku cTiiikocTi poCcIMH MOXYTh HE MaTH BCiX
KaHOHiIUHMX JoMeHiB. Hanpukiaa, BOHU MO-
KyTb Mictut Tinbku gomeHu TIR a6o RPWS.
Takox B CTpyKTypi OiNIKiB CTIHKOCTi MOXYThb Oy-
TU TIPUCYTHIMU doaaTkoBi nomeHu: NLS (nuclear
localization signal) — curHaa sIepHOI JIOKai-
zamii, WRKY — gomeH 3 romoJorieio ¢axropam
tpaHckpunuii ponunu WRKY, SD (solanaceous
domain) — momeH naciaboHoBuX, BED (BEAF/
DREAF zinc finger domain) — JIHK-3B’s13ytounii
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JOMEH TUIly «LMHKOBI majbli» Tomo (Glowacki
et al, 2011, Gururani et al, 2012; Tamborski,
Krasileva, 2020).

binku cTifiKoCTi POCIMH B3aEMOMIIOTH 3 YHC-
JICHHUMM OiJIKaMU KIIITMHM, SIKi OEpyTh ydyacTb B
KOHTPOJIi HAKOTIMYEHHSI, HaJIeKHOTO 3TrOpTaHHS
i perynsuii aktuBaiii 0inkiB NBL. 3okpema,
HU3Ka OiNKiB CTiliKOCTi (opMye KOHCEepBaTUB-
HUI KOMILIEKC 3 ILIanepoHaMU, B SIKU BXOJAUTh
oinok TterutoBoro moky 90 (HSP90) i itoro xo-
mwanepouu RARI1 i SGT (Lukasik, Takken, 2009;
Kadota et al, 2010; Elmore et al, 2011). Ilame-
pOHU 3a0€3MeYyI0Th MPaBUJIbHE 3rOPTaHHS OUIKIB
CTiliKOCTi, 3arto0iraroun ix BUITaIKOBIi aKTUBALlii.

KiHmeBuM pe3ysbTaToM iMyHHUMX peakiliii poc-
JINH 3a3BMYail (xoua i He 3aBXIM) € JIOKaji3oBa-
Ha 3amporpaMoBaHa 3aruoeib KJIiTUH, HaTIyTIu-
Ba BimmoBinbk (Jones, Dangl, 2006). OueBHIHO,
BUMAIKOBA aKTWBAllisl OUIKIB CTiHKOCTI i Bimmo-
BiIHO 3aru0enb KITMH (aBTOIMYHHICTh) Oyme
HECMPUATIUBUM JUISI pOCAUHU siBulleM. [lpu
BIJICYTHOCTI TTaTOT€HIB OUIKU CTIAKOCTI MICTITh B
IoMeHi 3B’si3yBaHHST HykieoTuay AJ®D i 3Haxo-
JISThCSI B aBTOiHTiOOBaHOMY cTaHi. Hanmpukian,
y OinkiB Rx kaprtomni i ZAR1 apabunoricuca,
KJIIOUOBY pOJIb Bimirpae B3aemMois MixX N-TepMi-
HaJbHOI 4YACTUHOIO PErioHy 30arauyeHux Jei-
muHoM ToBTOpiB 1 gomMeHoM NB-ARC, wMix
SIKUMU BUSIBJICHI MHOXWHHI TOYKM BHYTPIllTHBO-
mosekynspHoro kKoHrtakty (Lukasik, Takken 2009;
Takken, Tameling 2009; Tamborski, Krasileva,
2020). Oomin momeHamu Mixk Rx i ioro mapa-
sorom Gpa2 103BOJMB BCTAHOBUTH, 1[0 JTOMEHU
OijKa CTIMKOCTI MOBWUHHI OYTH «ITiIirHaHi» OJWH
IO OHOTO: MpPHW TIOEAHAHHI HEBIAMOBIAHUX HO-
MEHiB B OJHOMY OiJIKy aBTOiHTiOyBaHHS 3HiMae-
bCS 1 HamUyTJIMBA BiAMOBiIb CIIOCTEPIra€ThCs 3a
BincytHocTi natoreHny (Lukasik, Takken 2009).

binkm NLR pociawH B 3arajJbHOMY BMITaIKY
HiAPO3OUTIIOTECS Ha IBi Ipynu: ceHcopHi NLRs,
SIKi pO3IMi3HAIOTh MPUCYTHICTb e(eKTopiB, i Xen-
nepHi (momoMixHi) NLRs, siki moTpiOHi ayist 1o-
Janblioi akTuBaulii iMyHHo1 Biamosiai (Tamborski,
Krasileva, 2020). ¥V nesikux Bumnagkax NLRs mpa-
LIOIOTh y Mapi, 10 CKJIAZAETHCS 3 CEHCOPHOTO i
XeJIIEpHOro OLIKiB, SKi T€HETMYHO ITOB’sI3aHi. Y
TaKiii crietmdiuniin nmapi oinkiB NLR-cencop B3ae-
MOJIi€ 3 KO-peryjboBaHUM IapTHepcbkuM NLR-
€K3eKyTOpOM, YTBOPIOIOUM CUTHAJIbHUI KOMILIEKC.
L.M. Jubic i cniBaBropu (Jubic et al, 2019) BBa-
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>KaKTh, 1110 OiTOK-eK3eKyTOp B TaKiii mapi He Ha-
JIEXKUTD 10 XeJITEePHUX.

XeJmepHi O0iKM HEOOXimHI 19 aKTUBaLlii CUT-
Hany pisHux ceHcopuux NLRs. XenmepHumu
6inkamu € 6inku RNL (CC,-NB-LRR) (Tambor-
ski, Krasileva, 2020). Xemmepni NLRs B nmisaxy
repeaBaHHsg iIMYHHOTO CHUTHaly (DYHKIIIOHYIOTh
Huxkue (downstream) ceHcopuux NLRs, ane mo-
IpoOulIl MexaHi3My iX Iii Hapasi 3ajJMIIaloThbcs B
ocHoBHOMY HeBigomumu (Jubic et al, 2019).

3aciayroBye Ha 3rajky, IO Yy IacIbOHOBUX
pOCIUH BUSIBJIEHO poauHy xeiarnepHux CNL-6in-
kiB NRC (NLR protein required for hypersen-
sitive response (HR)-associated cell death), sxi
HeoOXinHi 1 (PyHKLIOHYBAaHHSI HU3KU CEHCOP-
Hux 6OinkiB NLRs (Wu et al. 2017). IIpuHaiimHi
onauH Oisok uiei poauHu, SINRC4a, € mo3uTus-
HUM PeryJasaTopoM 0a3ajlbHOTO iMYHITeTy, 110 BU-
kiaukaeTeest PRR-peuentopom TomariB LeFEix2,
SIKW posmi3zHae kcuyiaHasy Eix, koTpa Bumiisie-
Tbest rpubamu (Leibman-Markus et al, 2018). Ta-
KUM 4rHOM, XesmepHi NLRs MOXyTb SBISITH cOO010
OJIHY 3 JisiHOK KoHBepreHiiii curHanis PTI i ETI.

Posniznasanus egexmopie i axmueayis 0Oinkie
cmitikocmi. binku NBLs po3mizHaloTh MPUCYTHICTb
edexTopiB Oe3nmocepeTHHO ab0 ONOCEepeIKOBAaHO,
BUKOpPHUCTOBYIOUM pi3Hi ctpaterii (Cesari, 2018)
(puc. 4).

Hnst nesikux eeKTopiB OyJio Moka3zaHO 0e3Mo-
CepeJHI0 B3aEMOZil0 OiTOK CTiliKoCTi/eheKTop,
HaMpUKJIam, A1 OUIKIB CTIMKOCTI JIbOHY i e(eKTOo-
piB 30yaHuKa ipxi aboHy (Ellis et al, 2007).

OaHak B OibLIOCTI BUMAAKIB Oe3mocepeaHbol
¢iznuHOI B3aemMoii OiJIKiB CTIMKOCTI i edeKkTopiB
BUSBIEHO He Oyino. Llg oOctaBuHaA mpuBena -0
po3podKu TinoTe3n «ctpaxa» (guard hypothesis),
Y BIIIOBITHICTD 3 SIKOIO MepeadavyacThes, 10 OUTKNI
CTIMKOCTiI € «CTpaxamMu» OUJIKiB pOCAUH — Millle-
Hell edekTopiB (PiTOMaTOreHHUX OpraHiamiB. ¥
BUIIAJIKy, KOJM e(eKTOp BMKJIMKAE Ti YW iHILI
3MiHU CTaHy OilKa-MilleHi, OiTOK CTiMKOCTi BU-
SIBJISIE 111 3MIHM 1 iHillito€e peakilii cTilikocTi (Jones,
Dangl, 2006; Cesari, 2018). INlpukimagom Takoi
crpaterii € 6i1ok RIN4 (RPM1 Interacting Pro-
tein4) apabunornicuca. 3 gaHUMU OiIKOM B He3a-
paxXeHUX pocauHax (i3UUHO B3AEMOIIIOTH JBa
oinrka NBL — RPM1 i RPS2, gxi € itoro «ctpa-
Xamu». 3 iHmworo 6oky, RIN4 € mimeHHI0, Ha
IKy CIpSIMOBaHi TpM HeCITOpimHeHWX edeKTopa,
IO BUAUIIOTBCS OakTepisiMmu pony Pseudomo-
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nas — AvrRpt2, AvrRpm1 i AvrB. AvrRpm1 i AvrB
iHAYyKYI0Th (hochopunoBaHHsi RIN4, B Toit vac
gk AvrRpt2 pyiinye RIN4, po3suieruiioroun ioro
MOJIEKYJTy B ABOX caiitax. dPakT (ochopuimoBaH-
Hg RIN4 posmiznae RPM1, npoteositTnuHe po3-
mwerieHHsd RIN4 posmiznae RPS2; micns posmis-
HaBaHHSI LUX TIOMii OiIKM CTIMKOCTI IHIIiIOIOTh
iMyHHY Binmosinb (Jones, Dangl, 2006).

IlikaBo, mo ngeski NBLs € «crpaxamMmu» He
ICTUHHUX MillleHel eeKTOopiB MaTOreHiB, a «ITif-
cagHuUX Kayok», mpuHan (decoy). IlpuHamu He
MaloTh KIITMHHOI a0o (izionorivHoi dyHKIIT,
aje iX MOXYTb aTakyBaTu edekropu. Ilpukna-
JToM mnpuHamyu € Oimok ZEDI1 apaGimoricuca.
Lleit 6imoK He BUKOHYE OiojoriuHOI (yHKIIT i €
He(yHKILIOHAIBbHOK KiHa3010 (TICeBAOKiIHA3010).
Ha ZEDI1 wnauinenuii edpexrop HopZla Gakre-
pii Pseudomonas syringae, SIKWil € aueTUJITpaHC-
(depazoro i auerumoe ZEDI1. «Crpaxkem» ZEDI1
€ Oinok criiikocti ZAR1 (HOPZ ACTIVATED
RESISTANCE 1), gkuii y BiamoBigb Ha TposiB
AKTUBHOCTI e(heKTopa 3amycKae iMyHHY BilMOBiab
(Cesari, 2018; Bastedo et al, 2019).

Buie 6yno Big3HayeHO, IO KPiM KaHOHIYHMX
JIOMeHiB, nesiki 0k NLR MaloTh momaTkosi go-
MEHHU. Y TEeBHUX BUIIAJKaX IIi «IHTErpOBaHi HO-
meHn» (integrated domain, ID) MoxyTb OyTu
npuHazooo g edekTopiB naroreHiB. Yacro Taki
JOMEHHU € y ogHoro Oinka B mapax NLR-ceHcop/
NLR-ek3ekyTop, siKi odoroBoproBaiucs suile. Ha-
npukiIan, B mapi nos’g3aHux TNL OiKiB cTiii-
kocti RPS4/RRS1 cencopom € RPS1, a ek3eky-
Topom RPS4. Cencopumii 6iox mae ID ¢akro-
piB TpaHckpumii WRKY, i el momMeH € Mi-
IIEHHIO JIJT TBOX HECIOPITHEHMX OaKTepialbHUX
edexTopiB AvrRps4 i PopP2. Ataka edekTopiB Ha
ID mpu3BoauTh A0 aKTWBALIl CEHCOpa i €K3eKy-
TOopa i B MIACYMKY iHiliamii iMyHHOI BiAITOBiAi
(Bastedo et al, 2019).

Sk BinOyBaeThcsl akTuByBaHHS NLRS tmicist 6e3-
MOCEPEAHbOTO UM OIMOCEPEIKOBAHOTO PO3ITi3HAa-
BaHHsI e(eKTopiB maToreHy? 3miliCHIOIOTHCS 3Mi-
Ha KoH(dopmallii 6ijgKa, 3HIMAETbCS aBTOIHTIOY-
BaHHsg 1 B goMeHi NB-ARC AJ1®D 3amiHIOETHCS
Ha AT® (Wang et al, 2019; Tamborski, Krasileva,
2020). Ane TOYHUIT MOJIEKYJSIpHUIA MeXaHi3M 3a-
MiHU HYKJIEOTHUIY B OiJKax CTiKOCTi pOCIWH 3a-
JINIIAETHCST HEBIAOMUM.

binku NLR TBapuH micist akTuBallii 3a3HaI0Th
osiroMepu3sauiio. B pe3ynbrari (hopMyIOThCs Kiflb-
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Puc. 4. Ctpaterii po3nizHaBaHHsI MPUCYTHOCTI eekTopiB nmaroreHiB 6inkamu NBL pociuH. (a) be3nocepenHe pos-
mi3HaBaHHs edekropa nomeHoM LRR. (6) OnocepenkoBaHe po3IizHaBaHHsS MPUCYTHOCTI eeKTopa yepe3 3MiHU
Oinka pocanHu — MilieHi eekropa adbo npuHaau. (¢) [IpuHamoto wist epekTopa CIyKUTh iHTETPOBAaHUI TOMEH

oinka NBL, ataka edekropa Ha 1eit nomeH aktuBye NBL

LenoaiOHi CcTpyKTypu (amorrocoMu i iHdmama-
COMM), $IKi rpaloThb pOJb CBOTO pomay IJIaTOOpMU
JUIS aKTuBallii amomnTo3y 1 peryJssiii 3anajlbHoi
peaxuii (Xiong et al, 2020). Buxoasuu 3 mexaHic-
TUYHOI NMOMIOHOCTI, oJliroMepu3allis IMics aKTH-
Bawii nependavanacs i y NLRs pocinH (Bernoux
et al, 2011). ¥ 2019 p. npoBeneHa KpioeJeKTPOH-
Ha Mikpockorist 6inka criiikocti CNL-tuny ZARI
BUSIBMJIA, 1O IIiC/ISI PO3Mi3HABaHHSI MPUCYTHOCTI
edekropa nomeHoM LRR BimOyBaeTbcst ojirome-
pu3alisi MOJEKyJ Oijika CTIAKOCTI y IIeHTamep,
KUl (hOpMY€E CTPYKTYpPY Y BUIJISIAI KoJjieca, aco-
LillOBaHOTrO 3 TUIA3MaTUYHOIO MEMOpaHOK yepes
N-kiHLeBi a-cripati (Wang et al, 2019). Taki cTpyk-
TypHY Ha3BaJiv pe3MCTOCOMaMM POCIMH. MOXITHBO,
MmoaioHa oJiiromepu3allis BiOyBa€ThCcsl i MPU aK-
TUBALlil iHIIMX O1IKiB cTilikocTi pocauH CNL.
Hns o6inkiB criiikocti TNL mokm He TIOBI-
JIOMJISITIOCSI TIPO CTPYKTYPU iX aKTUBHUX KOMII-
JIeKCiB, 1 HeMae J[0Ka3iB, 110 BOHU (OPMYIOTh
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KOHCTPYKIIil TUMy pe3uctocoM. Sk Bimomo, TNLs
(bopmyI0Th oOJlirOMEpU 3aBOSIKM CXUJIBHOCTI [0
camoacouiaiii 3a yyactio TIR-momeHniB (Bernoux
et al, 2011; Zhang et al, 2017). fIx Oyno 3a3Ha-
yeHo Bulle, gomeHu TIR R-06inkiB pociauH ro-
MOJIOTiUHI IUTOMIa3MaTudYHUM aomeHam TOLL-
noaioHux peuentopiB TBapuH. KaHoHiuHi TIR y
TBapyMH (PYHKIIOHYIOTb, (DOPMYIOUU OJIirOMEpHi
CUTHaJIbHI KapKacH, ogHaK HekaHoHiuHuit TIR-
oitok SARMI (sterile alpha and TIR motif
containing 1) ¢ynkuionye inaxkme. Ileit Oimox
00yMoBIII0e BajepoBy nereHepalliro aKCOHiB ITic-
JIsl VILIKOMIKEHHST HEWPOHiB 1 (PyHKILIIOHYE K ep-
MeHT, sakuil posuermoe NAD' (Tong, 2021). Bu-
gBUJIOCd, 110 aHayoriyHo SARMI, B acouiiio-
BaHoMy BurnIsani gomeHum TIR OinkiB criiikocTi
POC/IMH TaKoOX HaOyBaiOTh (DepPMEHTATHMBHOI aK-
TUBHOCTI i 34aTHI po3ueruiroBati NAD™ Ha Hiko-
TruHaMin i mukiIiday AJd-pnbosy. Taka akTWB-
HICTh HEOOXigHa IJIs IHAYKIII iMyHHUX peakiil i
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3aru0esi KJIiTUH POCIMHM (HAaYyTJIMBOI BilMOBi-
ai) (Wan et al, 2019; Tamborski, Krasileva, 2020).

Taxum ynmHoMm, ouyeBuaHo, o TNLs i CNLs
MaloTh Pi3HI MOJIEKYJSIPHI i OioXiMiuHI MeXaHi3-
MU aKTUBallil i MOJABIIOTO iHIIFOBaHHS iIMyHHOL
Binnosiai (Sun et al, 2020). Ioxnii, sxi BigOyBato-
Thesl Oe3nocepeaHbo micast akTuBauii NLRs poc-
JIVH, 3aJIMIIAI0ThCS TIePeBaXKHO HE3PO3YMiTMMMU.
OCHOBHI BiIOMOCTi Oy/in OTpMMaHi B JOCIiIKEH-
HsX OUIKIB CTIMKOCTI apabumorncuca.

Bci Ginku criikocti TNL npu iHaykiii iMmyH-
HOI BiIMOBiAI MaroTh aOCOIIOTHY MOTpedy B Tre-
Hax EDSI (ENHANCED DISEASE SUSCEP
TIBILITY 1), PAD4 (PHYTOALEXIN DEFICI
ENT 4) i SAGI01 (SENESCENCE ASSOCIA
TED GENE 101), saxi koaywoTh MOAiOHI Jinazam
oinku (Wiermer et al, 2005). binok EDSI yrtBO-
proe retepoaumepn 3 SAG101 a6o PAD4. Henas-
HE MOCIHIIKEHHS J03BOJUIO 3pO3YMIiTH (DYHKILi-
oHyBaHHs1 xedanepHux NLRs i1 rerepoaumepa
EDS1-SAGI101. Xennepuuit RNL NRGI1 (N RE
QUIREMENT GENE 1) pekpyTyeThcsl JOMEHaAMU
TIR cencoprux NLRs apabuporicuca i TIOTIOHY
i B3aemomie 3 rerepoauMepom EDS1-SAG101,
IHILIFOIOYM 3aTHOEb KIIITUH B pe3yabTaTi HagdyT-
JNUBOI Bianmosiai. MoX/IuBO, 1ie BiZOYBAaEThCS ue-
pe3 YTBOPEHHS ITip B IJIa3MaTUYHI MeMOpaHi KJli-
tuHu (Lapin et al, 2020; Tamborski, Krasileva, 2020).

I'ereponiMmepu EDS1-PAD4 BononitoTh OuIbII
IIIMPOKOIO0 AKTUBHICTIO SIK B IMYHITETi, IO BM-
KJIMKA€ETbCs eeKTopaMu, Tak i B 0a3albHOMY
IMYHITETi, TOCWIIOIOYN JIOKAJbHUI i CUCTEMHMIA
3aXMUCT, 110 BUKIMKAETbcsl pisHumMu TNLs (La-
pin et al, 2020). OnHak iHII MOAPOOUL IXHBOIO
(YHKILIIOHYBaHHS 3aJIMILIAIOTHCS HEBITOMUMMU. 30-
Kpema, 3aJMIIAEThCS HESICHUM, SIK aKTUBYBaHHS
TNLs 3anyckae mepegaBaHHSI CHUTHAJIB iMyHHOIL
BiIMOBiAi i SIKMM YMHOM TIPOAYKTU (pepMeHTa-
TUBHOrO po3uierieHHs NAD®' camoacouiiioBa-
HuMH goMeHaMu TIR akTHUByIOTH reTepomumMmepu
oinkiB komrmiekcy EDSI.

barato 6inkiB CNL reHeTMyHO 3aiexaTb Bin
reHa NDR1 (NON-RACE SPECIFIC DISEASE
RESISTANCE 1). IIpoaykT 1mporo reHa, Oilok
NDRI1 3agkopenHmii B Iuia3MaTU4Hili MeMOpaHi
i (izuyHO B3aeEMomi€ 3i 3ragjaHUM BUIIE OiLTKOM
RIN4 (Day et al, 2006). OckiabKi aKTHWBHA
pe3ncrocoma OinkiB CNL Takox mnoB’s3aHa 3
MeMOpaHaMHM, 1le¢ MMOBIpHO TMOJIETIIYE Mepeaady
IMYHHOTO CHUTHaJy, IpOTe MOAPOOHUIIi TaKOl B3a€-
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mogii me He 3’sicoBaHi. Kommiekc 6iakiB NDRI1
i RIN4 HeoOximHMiI1 TakoX mIsl 0a3aJbHOTO iMy-
Hitety pocauH (Ray et al, 2019), saBasiioun coboro
11Ie OJHY JUISTHKY KOHBEPIEeHIlil CUTHAIIB iMyHHOL
BiIMoBiAi B 1BOX (hopMax iMyHITETy POCIMH.

IlixaBo, mo neski NBLs nokanizoBaHi i B
LIMTOIJIa3Mi, i B s1api, i oOMaBa myau Oinka HeoO-
XimHi A1 MOBHOT akTHBalii cTilikocti (Noman et
al, 2019). I1pu LBOMY 3aJTUILAETHCS HE3PO3YMIIUM,
4yM BiIOYBA€EThCS B sIAPi pO3MiZHaBaHHS e(DeKTOPiB.

TakuM ynMHOM, He3BaxkalOuW Ha TEBHMI TPO-
rpec y po3yMiHHiI (PYHKIIOHYBaHHS OilKiB CTiii-
KOCTi POCJIMH, Hapasi 3aJIMIIAEThCSl TepeBaskHO
HEeBiTOMUM, SIK came akTuBoBaHi NBLs iHilito0Th
IMYHHY BiIlIOBiIb.

Imynna eionoeios. Ilicnst po3mizHaBaHHS €K30-
TeHHUX/EHIOTeHHUX MaTepHiB a00 e(heKTOopiB ma-
TOT€HY, aKTWBOBaHi perienTopHi Komiwiekcu PRRs
a0o ERRs iHilitol0Th iMyHHY BiAIOBiAb, 1110 BKJIIO-
Ya€ BXi/l B KJIIITUHY POCAWHM iOHIB KaJIbIIil0, CUH-
Te3 aKTUBHUX (DOPM KHUCHIO, aKTHUBALIil0 KacKaJiB
MAP-xiHa3, iHAYKLi10 eKCMpecii 3aXUCHUX TeHiB,
CMHTE3 CAJTILMJIOBOI KUCJIOTH 1 iHIm momii. ITicus
aKTHMBallil JJOKAJIbHOI 3aXMCHOI peakilii mo dJiroemi
POCJIIMHM YacTO MOIIMPIOIOTHCS CUCTEMHI IMyHHi
CUTHAaJIM, TaK 110 BCSl POCIMHA Ha JAESIKUIA Yac CcTae
CTIiKOIO 10 TIOAANbIIOI aTaky IaToreHiB (cuc-
TeMHa HaOyTa cTilikicth) (Shamrai, 2014; Couto,
Zipfel, 2016; Andersen et al, 2018; Abdul Malik
et al, 2020; NA et al, 2020).

Binminnocti Mixk PTI i ETI € ckopilue Kinb-
KiCHUMU, HiX SKICHUMHW. AHaJi3 TPaHCKPUIITOMY
BUSIBUB iCTOTHE IIepEKPUBAHHS CIEKTPiB TEHIB,
SKi aKTUBYIOTbCS Mimdac mepebiry PTI a6o ETI
(Navarro et al, 2004). Lle cBiguuTh, 110 cHamHi
LJISIXY TIepeJadi CUTHAJIiB B CXOASITbCSl B MEBHUX
toukax (Peng et al, 2018), xoya MOYaTKOBO CHUT-
HaJIM iHIL{I0I0ThCS pelenTopaMu Pi3HOI MPUPOIH,
10 MaloTh pi3HY JoKadizalito. Jledki IiTSHKA
KOHBEpreHIlii cUrHajiiB 000X (opM iMyHiTeTy
pOCVH Oy/Iu 3rajiaHi BUILE.

BBaxkaeTbcs, 110 peaxilii 6a3aabHOrO iIMYHITe-
Ty MEHII iHTEHCHUBHI, HiX peakxilii IMyHITeTy, IO
BUKJIMKA€EThCS edekTopamu. IMyHHa BiAMmoBiab,
IO BUKJIMUKAEThCI OIJTKAMU CTIMKOCTiI, 4YacTo
(ane He 3aBXIM) 3aBEPLIYETHCS JIOKAJTi30BaHOIO
3aMporpaMoOBaHOK 3aruOelIl0 KIITUH POCIUH -
HamuyTiuBolo Biamosiamo (Noman et al, 2019).
Opnak y Bumagky PTI HaguyTiuBa BiamoBigb
CIOCTEPIraeThCs HEYaCTO.
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3a ocTaHHI AECATWITT B PO3yMiHHI pPOOOTH
iIMYHHOI CMCTeMHU POCJIVH BigOYBCSI 3HAUYHUIA MPO-
rpec. Bxe BigHOCHO noOpe Bigoma MOJIEKYJsIpHA
Opratizallisi IMyHHUX CEHCOPIB POCIMH, MOJEI iX
(GYHKIIOHYBAaHHSI B IHOYKIII 3aXWCHUX peakiii
iMYyHIiTeTy pociiiH. JlocSITHyTe po3yMiHHS 30arayye
He TUIbKU (DyHIAMEHTaJIbHi 3HAHHS, 3’SIBJISIIOThCS
TaKOX TPaKTUUYHI MiAXOAM OO 3aXUCTy POCIMUH.
Hanpuknan, 3apa3 BUKOPUCTOBYIOTb Mperaparti,
IO iHAYKYIOTb Y POCIMH CUCTEMHY HaOyTy CTiii-
Kicth (Dewen et al, 2017).

€ neBHI TOCATHEHHSI B KOHCTPYIOBaHHI OiJIKiB
CTIAKOCTI poOCIIMH 3 HOBMMM a0 AeKijbKoMa
TUIIAMM  CITeIM(IYHOCTI po3mi3HaBaHHS edeK-
TOpiB, HAMPUKJIAA 3a PaxyHOK BOYIOBYBaHHSI B
NBLs interpoBanux gomeHiB (Abdul Malik et al,
2020; Tamborski, Krasileva, 2020). Xoua mporpec
B Liii 0061aCTi MOKM 1O Ay:Ke OOMEXKEeHMM, TaKUii
MigXiJ B KOHCTPYIOBaHHI T€HOTUITIB POCINH, CTii-
KMX IO MaTOreHiB, OOIll€ CTaTU 3HAYHUM MPO-
PHUBOM B CeJIeKIIil POCJIUH Ha CTiHKICTb.

V Toii XKe yac OaraTo KJIHOYOBUX IMUTaHb I1O-
KM 3aJuIIaoThcsl 0e3 BIAIOBiAeil I MOoTpeOyIoTh
nojganblIux gociimkenb. [nsaxu nepepayvi curHa-
aiB PTI i ETI He € TMOBHICTIO BiTOMUMM.
InentndikoBano corni RLKs i RLPs Ha mosepx-
Hi KITUH pOCIMH, ajie OiojoriuHi QyHKIl i
JiraHaM 0araTboX LMX PELENTOpPiB 3aJIUILarThCs
He BMBYEHMMHU. MM TIOraHO PO3YMIEMO, SIKUM
YMHOM POCIWHM po3pi3Hsiorh MAMPS marore-
HiB Ta MAMPSs kKopucHUX MiKpoopraHi3MiB-My-
TyaJiCTiB. 3aJMIIAETbCSI HEBITOMMM, SKUM YM-
HoM akTuBoBaHi NBLSs iHillil0OIOTh HM3XiIHiI MO-
TOKM CUTHAaIiB, SKMM YMHOM B LIJISIXy Tepeaadi
CUTHAJIIB B3aEMOIIIOTH MiX CO0O0I0 CEHCOpHi i
xemrepHi NBLs Toio.

RECOGNITION OF PATHOGEN ATTACKS
BY PLANT IMMUNE SENSORS AND THEIR
INITIATION OF THE IMMUNE RESPONSE

S. Shamrai

Karazin Kharkiv National University, 4, pl. Svobody,
Kharkiv 61022, Ukraine

E-mail: serhii.shamrai@karazin.ua

Plants lack specialized mobile immune sensors. Instead,
each plant cell can recognize the attack of pathogens and
trigger an effective immune response. The protection
from pathogens is based on a system, detecting warning
signs, which can come from the pathogen or from the
host itself. Plants respond to infection by a two-level
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innate immune system. The first level recognizes and
responds to molecular patterns, common for large groups
of potential pathogens. The recognition of these pat-
terns by pattern recognition receptors (PRR), localized
on the plasma membrane, leads to pattern-triggered
immunity (PTI). The second level responds to the
virulence factors (effectors) of pathogens directly or
through their influence on the host. The detection
of pathogen effectors by intracellular or plasma-lo-
calized immune sensors (ERR) leads to effector-
triggered immunity (ETI). The article discusses current
information on the mechanisms via which these
receptors perceive patterns and effectors of pathogens
and initiate immune pathways. New ideas about the
structure and function of plant immune receptors have
given rise to changes in our understanding of the cell
surface and intracellular immunity and the interactions
between them. Despite great fluctuations in the
magnitude and duration of immune responses caused
by different molecular patterns or effectors of pathogens
during PTI and ETI, the immune sensors, localized in
the plasma membrane or cytoplasm, activate similar
molecular events, such as the activation of MAP kinases,
the synthesis of reactive oxygen species, the influx of
calcium ions etc., indicating that the immune signals
initiated on the plasma membrane or in the cytoplasm
converge at subsequent points. Despite great advances
in our understanding of the functioning of plant immune
sensors in recent years, many important questions re-
main unanswered and require further research.

CIITMCOK JIITEPATYPU

Abdul Malik NA, Kumar IS, Nadarajah K. (2020) Elici-
tor and receptor molecules: orchestrators of plant
defense and immunity. Int J of Mol Sci 21:963. doi:
10.3390/ijms21030963

Andersen EJ, Ali S, Byamukama E et al. (2018) Disease
resistance mechanisms in plants. Genes 9:339. doi:
10.3390/genes9070339

Bartels S, Boller T. (2015) Quo vadis, Pep? Plant elici-
tor peptides at the crossroads of immunity, stress,
and development. J Exp Bot 66:5183—5193. doi:
10.1093/jxb/erv180

Bastedo DP, Khan M, Martel A et al. (2019) Pertur-
bations of the ZEDI1 pseudokinase activate plant
immunity. Plos Pathog 15:¢1007900. doi: 10.1371/
journal.ppat.1007900

Basu S, Varsani S, Louis J. (2017) Altering plant defenses:
Herbivore-associated molecular patterns and effector
arsenal of chewing herbivores. Mol Plant Microbe In
31:13—21. doi: 10.1094/MPMI-07-17-0183-FI

Beloshistov RE, Dreizler K, Galiullina RA et al. (2018)
Phytaspase-mediated precursor processing and matu-
ration of the wound hormone systemin. New Phytol
218:1167—1178. doi:10.1111/nph.14568

Bentham AR, De la Concepcion JC, Mukhi N et al.

69



[ ] C.M. Illampaii [ |

(2020) A molecular roadmap to the plant immune
system. J Biol Chem 295:14916—14935. doi: 10.1074/
jbc.REV120.010852

Bernoux M, Ellis JG, Dodds PN. (2011) New insights in
plant immunity signaling activation. Curr Opin Plant
Biol 14:512—518. doi: 10.1016/j.pbi.2011.05.005

Boller T, Felix G. (2009) A renaissance of elicitors:
perception of microbe-associated molecular patterns
and danger signals by pattern-recognition receptors.
Annu Rev Plant Biol 60:379—406. doi: 10.1146/an-
nurev.arplant.57.032905.105346

Cassim AM, Gouguet P, Gronnier J et al. (2019) Plant
lipids: Key players of plasma membrane organiza-
tion and function. Prog Lipid Res 73:1—27. doi:
10.1016/j.plipres.2018.11.002

Cesari S. (2018) Multiple strategies for pathogen per-
ception by plant immune receptors. New Phytol
219:17—24. doi: 10.1111/nph.14877

Chakraborty S, Nguyen B, Wasti SD et al. (2019) Plant
leucine-rich repeat receptor kinase (LRR-RK): struc-
ture, ligand perception, and activation mechanism.
Molecules 24:3081. doi: 10.3390/molecules24173081

Choi HW, Klessig DF. (2016) DAMPs, MAMPs, and
NAMPs in plant innate immunity BMC plant biol
16:232. doi: 10.1186/s12870-016-0921-2

Claus LAN, Savatin DV, Russinova E. (2018) The
crossroads of receptor-mediated signaling and endo-
cytosis in plants. J Integr Plant Biol 60:827—840. doi:
10.1111/jipb.12672

Couto D, Zipfel C. (2016) Regulation of pattern recog-
nition receptor signalling in plants. Nat Rev Immu-
nol 16:537—552. doi: 10.1038/nri.2016.77

Day B, Dahlbeck D, Staskawicz BJ. (2006) NDRI inter-
action with RIN4 mediates the differential activation
of multiple disease resistance pathways in Arabidopsis.
Plant Cell 18:2782—2791. doi: 10.1105/tpc.106.044693

Dewen Q, Yijie D, Yi Z et al. (2017) Plant immunity
inducer development and application. Molec Plant-
Microbe Interact 30:355—360. doi: 10.1094/mpmi-
11-16-0231-cr

Ellis JG, Dodds PN, Lawrence GJ. (2007) Flax rust
resistan-ce gene specificity is based on direct resis-
tance-avirulen-ce protein interactions. Annu Rev
Phytopathol 45:289—306. doi: 10.1146/annurev.phy-
10.45.062806.094331

Elmore JM, Lin ZJ, Coaker G. (2011) Plant NB-LRR
signaling: upstreams and downstreams. Curr Opin
Plant Biol 14:365—371.doi: 10.1016/j.pbi.2011.03.011

Felix G, Duran JD, Volko S et al. (1999) Plants have
a sensitive perception system for the most conserved
domain of bacterial flagellin. Plant J 18:265—276.
doi: 10.1046/7.1365-313X.1999.00265.x

Ferrusquia-Jiménez NI, Chandrakasan G, Torres-Pache-
co I et al. (2020) Extracellular DNA: a relevant plant
damage-associated molecular pattern (DAMP) for crop
protection against pests — a review. J Plant Growth
Regul 1—13. doi: 10.1007/s00344-020-10129-w

70

Flor HH. (1971) Current status of the gene-for-gene
concept. Ann Rev Phytopathol 9:275—296. doi: 10.
1146/annurev.py.09.090171.001423

Jones JD, Dangl JL. (2006). The plant immune system.
Nature 444:323—329. doi: 10.1038/nature05286

Gtlowacki S, Macioszek VK, Kononowicz AK. (2011) R
proteins as fundamentals of plant innate immunity.
Cell Mol Biol Lett 16:1—24. doi: 10.2478/s11658-
010-0024-2

Gymez-Gymez L, Boller T. (2000) FLS2: an LRR
receptor-like kinase involved in the perception of
bacterial elicitor flagellin in Arabidopsis. Mol Cell
5:1003—1011. doi: 10.1016/S1097-2765(00)80265-8

Gururani MA, Venkatesh J, Upadhyaya CP et al. (2012)
Plant disease resistance genes: Current status and fu-
ture directions. Physiol Molec Plant Pathol 78:51—
65. doi: 10.1016/j.pmpp.2012.01.002

Gust AA, Pruitt R, Niirnberger T. (2017) Sensing dan-
ger: key to activating plant immunity. Trends Plant
Sci 22:779—791. doi: 10.1016/j.tplants.2017.07.005

Hou S, Zhang C, Yang Y et al. (2013) Recent advances
in plant immunity: recognition, signaling, response,
and evolution, Biol Plantarum 57:11—25. doi:
10.1007/s10535-012-0109-z

Hou S, Liu Z, Wu D. (2019) Damage-associated mo-
lecular pattern-triggered immunity in plants. Front
Plant Sci 10:646. doi: 10.3389/fpls.2019.00646

Jones JDG. (2001) Putting knowledge of plant dis-
ease resistance genes to work. Curr Opin Plant Biol
4:281—287. doi: 10.1016/s1369-5266(00)00174-6

Jones JDG, Dangl JL. (2006) The plant immune system.
Nature 444:323—329. doi: 10.1038/nature05286

Jubic LM, Saile S, Furzer OJ et al. (2019) Help wanted:
helper NLRs and plant immune responses. Curr Opin
Plant Biol 50:82—94. doi: 10.1016/j.pbi.2019.03.013

Kadota Y, Shirasu K, Guerois R. NLR sensors meet
at the SGT1-HSP90 crossroad. Trends Biochem Sci
35:199—207. doi: 10.1016/j.tibs.2009.12.005

Kanyuka K, Rudd JJ. (2019) Cell surface immune re-
ceptors: the guardians of the plant’s extracellular
spaces, Curr Opin Plant Biol 50:1—8. doi: 10.1016/j.
pbi.2019.02.005

Kim J, Lim CJ, Lee BW et al. (2012) A genome-wide
comparison of NB-LRR type of resistance gene ana-
logs (RGA) in the plant kingdom. Mol Cells 33:385—
392. doi: 10.1007/s10059-012-0003-8

Lapin D, Bhandari DD, Parker JE. (2020) Origins and
immunity networking functions of EDSI1 family
proteins. Annu Rev Phytopathol 58:253—276. doi:
10.1146/annurev-phyto-010820-012840

Leibman-Markus M, Pizarro L, Schuster S et al. (2018)
The intracellular nucleotide-binding leucine-rich re-
peat receptor (SINRC4a) enhances immune signal-
ling elicited by extracellular perception. Plant Cell
Environ 41:2313—2327. doi: 10.1111/pce.13347

Lukasik E, Takken FL. (2009) STANDing strong, re-
sistance proteins instigators of plant defence. Curr

ISSN 0564—3783. Llumonoeisn i eenemura. 2022. T. 56. No 1



Opin Plant Biol 12:427—436. doi: 10.1016/j.pbi.
2009.03.001

Motomitsu A, Sawa S, Ishida T. (2015) Plant peptide
hormone signalling. Essays Biochem 58:115—131.
doi: 10.1042/bse0580115

NA AM, Kumar IS, Nadarajah K. (2020) Elicitor and recep-
tor molecules: orchestrators of plant defense and immu-
nity. Int J Molec Sci 3:963. doi: 10.3390/ijms21030963

Navarro L, Zipfel C, Rowland O et al. (2004) The tran-
scriptional innate immune response to flg22. Inter-
play and overlap with Avr gene-dependent defense
responses and bacterial pathogenesis. Plant physiol
135:1113—1128. doi: 10.1104/pp.103.036749

Niehl A, Wyrsch I, Boller T et al. (2016) Double-strand-
ed RNAs induce a pattern-triggered immune signal-
ing pathway in plants. New Phytol 211:1008—1019.
doi: 10.1111/nph.13944

Noman A, Ageel M, Lou Y. (2019) PRRs and NB-
LRRs: from signal perception to activation of
plant innate immunity. Int J Mol Sci 20:1882. doi:
10.3390/ijms20081882

Ott T. (2017) Membrane nanodomains and microdo-
mains in plant—microbe interactions. Curr Opin
Plant Biol 40:82—88. doi: 10.1016/j.pbi.2017.08.008

Peng Y, van Wersch R, Zhang Y. (2018) Convergent and
divergent signaling in PAMP-triggered immunity and
effector-triggered immunity. Molec Plant-Microbe In-
teract 31:403—409. doi: 10.1094/mpmi-06-17-0145-cr

Ranf S, Gisch N, Schaffer M et al. (2015) A lectin
S-domain receptor kinase mediates lipopolysaccha-
ride sensing in Arabidopsis thaliana. Nat Immunol
16:426—433. doi: 10.1038/ni.3124

Ray SK, Macoy DM, Kim WY et al. (2019) Role of
RIN4 in regulating PAMP-triggered immunity and
effector-triggered immunity: current status and fu-
ture perspectives, Molecul Cells 42:503—511. doi:
10.14348/molcells.2019.2433

Saijo Y, Loo EPI, Yasuda S. (2018) Pattern recognition
receptors and signaling in plant—microbe interac-
tions. Plant J 93:592—613. doi: 10.1111/tpj.13808

Saucet SB, Shirasu K. (2016) Molecular parasitic plant—
host interactions. PLoS pathog 12:¢1005978. doi:
10.1371/journal.ppat.1005978

Schellenberger R, Touchard M, Clitment C et al. (2019)
Apoplastic invasion patterns triggering plant immu-
nity: plasma membrane sensing at the frontline. Mol
plant pathol 20:1602—1616. doi: 10.1111/mpp.12857

Shamrai SN. (2014) Plant immune system: basal im-
munity. Cytol Genet 48:258—271. doi: 10.3103/
S0095452714040057

Spoel SH, Dong X. (2012) How do plants achieve im-
munity? Defence without specialized immune cells.
Nat Rev Immunol 12:89—100. doi: 10.1038/nri3141

SunY, Li L, Macho AP et al. (2013) Structural basis for
flg22-induced activation of the Arabidopsis FLS2-
BAKI1 immune complex. Science 342:624—628. doi:
10.1126/science. 1243825

ISSN 0564—3783. LHumonoeia i eenemuxa. 2022. T. 56. No 1

Posniznaeanna amax namoezenie iIMyHHUMU CEHCOPAMU POCAUH [ |

Sun Y, Zhu YX, Balint-Kurti PJ et al. (2020) Fine-
tuning immunity: Players and regulators for plant
NLRs. Trends Plant Sci 25:695—713. doi: 10.1016/j.
tplants.2020.02.008

Takken FLW, Tameling WI. (2009) To nibble at plant
resistance proteins. Science 324:744—746. doi: 10.
1126/science. 1171666

Tamborski J, Krasileva KV. (2020) Evolution of plant
NLRs: from natural history to precise modifications.
Annu Rev Plant Biol 2020 71:355—378. doi: 10.1146/
annurev-arplant-081519-035901

Tong L. (2021) How to diSARM the executioner of
axon degeneration. Nat Struct Mol Biol 28:10—12.
doi: 10.1038/s41594-020-00545-7

Turner MD, Nedjai B, Hurst T et al. (2014) Cytokines
and chemokines: at the crossroads of cell signal-
ling and inflammatory disease. BBA)-Mol Cell Res
1843:2563—2582. doi: 10.1016/j.bbamcr.2014.05.014

Wan L, Essuman K, Anderson RG et al. (2019) TIR
domains of plant immune receptors are NAD+-
cleaving enzymes that promote cell death. Science
365:799—803. doi: 10.1126/science.aax1771

Wang JZ, Hu MJ, Wang J et al. (2019) Reconstitution
and structure of a plant NLR resistosome conferring
immunity. Science 364:44—93. doi: 10.1126/science.
aav35870

Wiermer M, Feys BJ, Parker JE. (2005) Plant immuni-
ty: the EDSI regulatory node. Curr Opin Plant Biol
8:383—389. doi: 10.1016/j.pbi.2005.05.010

Wu CH, Abd-El-Haliem A, Bozkurt TO et al. (2017)
NLR network mediates immunity to diverse plant
pathogens. P Natl Acad Sci USA 114:8113—8118.
doi: 10.1073/pnas.1702041114

Van Der Burgh AM, Postma J, Robatzek S et al. (2019)
Kinase activity of SOBIR1 and BAK1 is required for
immune signalling. Mol Plant Pathol 20:410—422.
doi: 10.1111/mpp.12767

Xiong Y, Han Z, Chai J. Resistosome and inflamma-
some: Opin Plant Biol 56:47—55. doi: 10.1016/j.
pbi.2020.03.010

Yun HS, Lee JH, Park WIJ et al. (2018) Plant surface
receptors recognizing microbe-associated molecu-
lar patterns. J Plant Biol 61:111—120. doi: 10.1007/
s12374-018-0075-x

Zhang X, Bernoux M, Bentham AR et al. (2017) Multi-
ple functional self-association interfaces in plant TIR
domains. P Natl Acad Sci USA 114:E2046-E2052.
doi: 10.1073/pnas.1621248114

Zipfel C, Kunze G, Chinchilla D et al. (2006) Perception
of the bacterial PAMP EF-Tu by the receptor EFR
restricts Agrobacterium-mediated transformation.
Cell 125:749—760. doi: 10.1016/j.cell.2006.03.037

Haniiinuta B pepaxitito 25.04.21
Ilicns moonpautoBanns 22.07.21
[MpuitnaTa go apyky 18.01.22

71




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (Uncoated FOGRA29 \050ISO 12647-2:2004\051)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Error
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /CMYK
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 1200
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages false
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 1200
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages false
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages false
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

    /BGR <>
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e9ad88d2891cf76845370524d53705237300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc9ad854c18cea76845370524d5370523786557406300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /CZE <>
    /DAN <>
    /DEU <>
    /ESP <>
    /ETI <>
    /FRA <>
    /GRE <>

    /HRV (Za stvaranje Adobe PDF dokumenata najpogodnijih za visokokvalitetni ispis prije tiskanja koristite ove postavke.  Stvoreni PDF dokumenti mogu se otvoriti Acrobat i Adobe Reader 5.0 i kasnijim verzijama.)
    /HUN <>
    /ITA <>
    /JPN <FEFF9ad854c18cea306a30d730ea30d730ec30b951fa529b7528002000410064006f0062006500200050004400460020658766f8306e4f5c6210306b4f7f75283057307e305930023053306e8a2d5b9a30674f5c62103055308c305f0020005000440046002030d530a130a430eb306f3001004100630072006f0062006100740020304a30883073002000410064006f00620065002000520065006100640065007200200035002e003000204ee5964d3067958b304f30533068304c3067304d307e305930023053306e8a2d5b9a306b306f30d530a930f330c8306e57cb30818fbc307f304c5fc59808306730593002>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020ace0d488c9c80020c2dcd5d80020c778c1c4c5d00020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /LTH <>
    /LVI <>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken die zijn geoptimaliseerd voor prepress-afdrukken van hoge kwaliteit. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /POL <>
    /PTB <>
    /RUM <>
    /SKY <>
    /SLV <>
    /SUO <>
    /SVE <>
    /TUR <>
    /ENU (Use these settings to create Adobe PDF documents best suited for high-quality prepress printing.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
    /RUS <>
    /UKR <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /ConvertToCMYK
      /DestinationProfileName ()
      /DestinationProfileSelector /DocumentCMYK
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /DocumentCMYK
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /UseDocumentProfile
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


