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1'7'2790 7w nmR-ni¥nin 22 2 7099 7y 001Ann 7'won 910'9KN IX) 'PTUNN |'7'2790 DK NN N
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(COs) om0 2IKI0DI - ,0"PT'N DIRP'AIT'V991  DTI00'19-19'7  mioi-RaxX  (elf18
.(Bigeard et al., 2015; Ranf et al., 2015; Macho and Zipfel, 2014) o"n"uvo

.(Dodds and Rathjen, 2010) xnn N11anna 0'Mpinnn 0R1V71E Niv¥nka MAMPS -2 0'wn D'Nny
DTN D"N'Y D'YNINA DT Y7 NIAPYAL'Y! DI D'WNN DX DI 178 (PRRS) Dro1oT1-1n'1 1071
NX [NOT7 D702 012 NIPT2IN Niviape ‘w7 PRRs o nx 7707 aim .(Macho and Zipfel, 2014) xna
RLKs .|n217 n710' mon ,(RLPS) j0717-"mT 021270 Ix ,(RLKS) |0717-"mT nitka'z :0n7w nnunn 1ia7n
yopn ,nun/Tafne 'oxo0 e TN 78019 7va L, (eLRR) 'XIX? YW nNTRA Y'WY 'RN-YIN IT'RNA DY
INIX DX 0771 RLPS .niMIxn 2710 X Jumnn 781 NI7'W9 702 'RN-JM 1T, TN N1Nann-nxin
DNK DAY 7Y 0Dnnon RLPS -w 0'n'an ;097 RN-Mn RPN K77 I8 ,RLKS-n nd '0'0a mian

-1 T X' 227N oY IX RLKS 10717 oy 0779n1-Non 1IX'™7 0'wATI 'RN-]INN DINRA DN DITY 1D



(Tor et al., 2009; nin'xkn 717010 TIN2 D1A7N7 NWANNA NIRD DIX 1'AVN711MNYT T2 ,0'AT7910'N |71
. Gust and Felix, 2014)

922 - 17'2%790n Aman Tuo9on NRERTNN 1'7'2790 N nnmin ,FLS2 11'n anrm proiknn RLK -0
(Felix et al., 1999; Gomez-Gomez and Boller, 2000; Zipfel et al., n1an niann nxwN? 7ami
72790 nw'n oy T'n LRR-RLK BAK1 / SERKS3 11071200 oy *7a81ann o779n1p X1t FLS2 .2004)
-1 FLS2 -w nnworn 7y yaaxnw 12T ,(Chinchilla et al., 2006; Schulze et al., 2010) (flg22 -n Ix)
0'021 7Y WY 1an pnn . awnn nnit 01 Ty (PM) Xxnin nakdanna nt7 1 nid'moa ntixn SERK3
nx qun ,flg22 799N Dy op7onipa SERK3 -1 FLS2 v n'"xn-yInn 0'77Nnnn wanw qniwn waa
2w v nown? YW Flg22 @ (Sun et al., 2013) FLS2 1 % flg22 no'sn 0'012 o miyvn D112210
,FLS2 7w '®n-yinn 77nn .(LRR3-16) LRR '9¥1 14 19 2y ononnn ,FLS2 7w '®n-yInn o7*7n-19100
7w 7X1'MNV-'oNN TN WK ,SERK3 7w 'Rn-yinn P7nn oy ' oixa e Lflg22 nx xwinn
NY 1 "P7m a7 prynd Tponnl FLS2-SERKS 7w nxtin'Tn Nk ax'n Lflg22 nx xwnn ,FLS2
-2y |0 monnn FLS2- SERK3 7w nrxrnsT-nonn ,7)2'9% .01M07170 Qv 7w DvRN-yINN D700
FLS2-7 flg22 7w 7700 Wnwpn nw? winT 'k SERK3 -w Tiya 27 .010%0 *T-9v |01 qwn/Tafn
(Sun p"xN-1MN NINIRD N7Y90 N7 2rnn LfIg22 -7 [0%r-1> Tronn xin L, (Chinchilla et al., 2007)
.etal., 2013)

INN-YIND [PMITD T2V T NwpR D NDIX NITRA'R 1071 T-7V DMK N7WoN 7w nnarTion
NINIX N27107 7'2mn 12T ,07TN TN NNUVN 7Y [INTT21 'RN-)IMNN CTRIPD TN 7w n7won7 n''am
(SERK nnoswnn 7nx 1270 oy IX) SERK3 oy nxrn'T o'wit orn 1 Nty RLKS ,NXT oy .N'’kn-m
(Macho and Zipfel, nin'x 7x'¥a019 Dy 'RN-QIN 'TXI'P "AIT DN7 W'Y NNNY NIRKN IR 12vn7? D
0'wIT TV RLP pai RLK pa ‘TR "7 7w mirg? 2w X799 nnwoxn 2y nyaxn it nmay .2014)
.0 nX RLK oy n'¥x'Yiox

.N1ANN NIARN2 0NN IXvN1 RLP o19'uon nno7ip 19on ,(Solanum lycopersicum) nmaaya
-n 10717 nnown .EIX owa 'mmMuo MAMP-7 aanl nnmw ,LeEIX2 Xin 0072120 RLP-n 107170 TNX
C. fullvum -n qopox-12%n 7w N7 NnIapyva nimay/ninon oavn ,ntaaavn Vel -n o Cf
(Takken et al., 1999; Ron and Avni, 2004; Van der Hoorn nnxnna,V. dahliae -n Avel qiopoxnl
.et al., 2005; Kawchuk et al., 2001)

NN TYI N'RNN NN NN 7w ant wn o''von PRR ,MAMP -0 na'wpl nwn niapya
DMTRIN O'RN-M PTI win'R .27nnn nmTEnni [AMSn NIVWONN NIX VIIN? N1una ,07wUn DTIAIRD
(MAPKS) a10m-opikn X' 21270 nwon ,(ROS) ni?'yo [xnn niadAn 7w nqnn nixasnn 0770

(Boller and Felix, 2009; Boudsocq et al., nn*on7 oMiwpzn 0122 1021, T'O-"17N TXA'7 127N DA 1D



[9INQ KDT7 IN 71NN DANON 7V D7 ,0MTINIRNPZMN NN 190 a07 12 npoon PTI naian .2010)
(Dou and Zhou, 2012; Dodds and n7nn% nNMa?i n'7xn7? 12 1T NMIYKRIN NI'ONN N1DW NN 7'WO
.Rathjen, 2010)

(ETI) o"avpox *1-2y n7yomn nn‘on
n7nn niooann o7 PTI -0 7y 72ann% niravnvox InN' ,0'MIn97 1907 INY¥NY DMraIRNnpm
=210 YIS NDIYN NIYXYNAKRL ,N'RN NN 12207 ,KNN 91T T MVROX-11A7N 7w 1Iyn NNavn 'T-7y
aoon owIT D |"x? XY (Deslandes and Rivas, 2012) Type Il secretion system (T3SS) lll
-2V D'nIT X7X [0OXNN KN M7 0'w19IN DI'RY ,Cf-d NNOWNN DMIVPOXN NNAIT,|9IT 'RXI' DNIV79X

.(de Wit, 2016; Hurlburt et al., 2018) n''7ax1ann DNIVOX T

DRI NIANN "NIN'R DX D'ROTAL NIRAN 7¢ DN 917'n NI D2INNN D'PATIN D'RN] DNIVPON
,D"KN-1IN [10'N-07177 *T-7V JINNN ,nY'N 7W 1Y 11N INN'S 0R0ORNN D'NNYN ,)2'97 .N1aNN NIAN
,N2NN INKY? '9'x¥90 [91IX2 ,( (Avr) D'01I7N'-X DRIA7N) |0OXRNN NNX7 DNAYINN DNIVPOX D'ATAN
-NIY'A NAIAN NDAN ,NPATIN MNKA NN 'RN NINY 2N% 'S 7v n722mn ,n110'n NIN'K NAIAN N7yoIn
DMAYINN DNIVZOX7 DXA'AN DMRN-NIN [10'N-10717 .(Bernoux et al., 2011) (Hyper sensitive, HR) ant
(Bonardi et al., 2012; Cui et al., (ETI) qopox *T-7y n7y9mn ni‘on D*7y5wni L|JOOXNN XN INY
010717 .NOD-n "InT D"711'n D1VY71FN DY NAI7IMIN D710 DYRN-]INN D110'NN D1V71IPN 2N .2015)
,NLR Ix NB-LRR) |'¥IX7 7¢ ninTRA Y'wy "iT '2p2 D T'OIR?P1-1WIZ 010717 7¢ nNSwnY? D"y 17X
DNIVPORN MW 'T-72v 'wr 19Ika nwnnn NLRs n7von .(nucleotide-binding leucine-rich repeat)
NNT21N [0OXNN 7Y 110NN NIN'RN 2D '1'W/NYI9N2 DY M T-2V,|'9' 7Y IXLAIN9N 'T-7V 0'wIDINn
nucleotide ) o'1T'VIX?711 YWIR TN "Rt 0o NLR -n 20717 .(Win et al., 2012) niopoxn -7y
7xaim0-'o7 e ' L NLR -0 7w 2%2yonn a¥n 7y 'xnkn '0*0p P-loop a'om 7700 (binging, NB
(Bonardi and '©'¥90 110{79X 107 N71D'N DX (V7IR7 NNENT? 7X'0INID v [ TINND '9M*19 LRR v
TIR (Toll- 1270 :pn%w "7X1'MN0-MRN |'RIT? DRNNA  NIXAR-"NN ‘N7 nanon NLRs .Dangl, 2012)
CC (coiled—an%n1 ,Toll-'mT *7x1'm0-nmx 'miT w2 like/interleukin 1 domain) -NB-LRR (TNL)
.(Marone et al., 2013) coil -7*70 77D0 "7X1'"V-DMKX |'NITa D2'91vNN coil) -NB-LRR (CNL)

LNIVPORN 7w D19'XO0 IN'TI NdN 7V 'RINKRD ' 7wd LRR -n 7v 1ynaxn omTgm o' in
N1AN NN NNWIN [NAY NIDIYA NNd a7 121 AT 77 JI0P9RN DY D' ANPRI0IR TWONNN
NY'N 7¥ NI 0O 07T 7Y D'YRXN LJNNKRD WY1 1720w 0'w TN 0'Ryvnn .(Zhang et al., 2017)
(Jones and |0>Xn2 NNNKXK NVN-NI71P7M2 D' DNIVRORNY D'1'WA 0'wN NLR -nhn 770 1107980

AT AWOKYT TD |0IXNA AT AI0N NILVN-NIZIFZIN DTN A'WLVN-11A7N ,0m'ion DjPna .Dangl, 2006)



27U NI2dYM NINWN 0RNA N 00TV 0'7Tin .(Van der Hoorn and Kamoun, 2008) NLRs -n -7y
TIV2 NI0PORN OY N'¥PRIVIRA X¥NAL'[wrn'D 219 TR NLR 70 T7on%? 0*710* NLRs 190n |02 ,NLRs
,JNTN NNt .(Cesari et al., 2014; Wu et al., 2017, 2014) 10'n nin'x 0It1 11y 21w ankin NLR -0
NY' DYONNAN ,NI'D'Y901 NN 7w NRIY NN v '0Ty' -1 'nawen’ 019'on 0 NLR -7 D nxm
NI7'v97 0107127 011121 190n INDIN .(Wu et al., 2017) n'vixanizii NsyIon ,N2dN NIN'K NY 7Y
mNNxY? .(Jubic et al., 2019; Wu et al., 2017) n'xT'0on*T-NonI minl N21'2m10a'x nio'l 770 ,NLR
NPy ,XNN NIX2NNA 371 7w ninxirn ot ,(CNL aion NLR 127n) ZAR1 - 1270 7w niann nayio
.(Wang et al., 2019b, 2019a) 'xn NINY 7'2MY ,N10POKX DY N'¥PRIVI'N

nnownd> navoxn ,(NRC) 'xn-nin%? wnTtn-NLR npnn ,NLR 1ia17n 7w nnswn-nn ,0'%7102
(Wu et (s-NLRs) 'naw'n' NLRs 190onn nixn nnayvn? o'winTn ,(h-NLRs) 'onmiy' NLRs 7w n'to>n
A1VPOX IN/I MAMP 7w nw'n NIapya DA NINR AVN7 N7 Nk W h-NLRsS -7 o |»x7 "avn .al., 2017)
(Gabriels et al., 2007; Chen et al., 2016; Leibman-Markus (2 r'x) LRP/RLK 1071 *1-2v 1Nty
-2V unt/nwn niapya ninix 2A7w% o'f720'w NRC 1270 maw' D a1y ,nwynbw ) et al., 2018a)
(Li om%7102 ni'on 7w 1> DA onnnl L ETI -1 PTIEnimx 0xa7wn a1 1nkd s-NLRs -1 PRRs a0
.etal., 2019; Jubic et al., 2019; Leibman-Markus et al., 2018a)

MAMP Effector

s-RLK s-RLP

l

MIN'X X NNJ0NN NNdO0 .2 1IN

i

| II U

(i

-

T2V DDINNN NNYN 7Y naann

NRC o1o'un "omniy" NLR 071

onwn 7w nwn L(h-NRC) LeEIX2 s-NLR &
FLS2 () LN
T2y Dniopor IR (MAMPS) Cf4 , M
Cf9? _+~ CNL-11990
D"XN-]IN IR YIN [I0'N DD 0717 Vel? L Bs2
s-RLK, s-) |amo 1w'nd 0 T79NNnn e ' E:f
m7nnnn o'7amn (RLP, s-NLR » R1
%-NRC Swbb
-2V NN 'XN-IN NINIK N Y R8
L R 0 Rpiolb2
.(h-NRC) "onmiy" NLR 20721 1 : Mi-1.2
(Leibman-Markus et Jmn WK :
al., 2018a) \

Defense Responses
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:NNY¥2 NIANA [DAINN 7'7ND 'RN N YN'Y
7w NXT227102'K IR/ RN-YIN NN 7Y QY72 W0 ,0I0IMPIRKD TYNINNN NN DYDIN KIN NTIVNXITIX
,Jnnnkn 0wl (Wu et al., 2014) o"'Rn )N DITmR/A' 7 n7apnni ,nia7n 2y XNn Naxdann
PRR 10%17 7w hwpna najpna ,nnxn 7w 1o'nn noyna (RME) Dno71p-ndiunn AroIme 7 7posnn
Bar and Avni, 2009; Bar et al., 2010; Ben ) LeEIX2-1 FLS2, EFR, PEPR, LYK5, CERK1 |1
Khaled et al., 2015; Toruno et al., 2016; Paez Valencia et al., 2016; Gu et al., 2017; Yun and
N'NTIAT NIYXNARA ,NIN'K DI'071 N7NNNY 13110 120N AT NI L|V7IR-NdHINN AToNImx .(Kwon, 2017
,0"NN "7wa 2772 .(Claus et al., 2018) Xxnin N7 XN 19 NVWN IN0'D TNKY7 7V91WUnN |V7I7-07'79N17 7w
(Gould T2%72 XN MIx12ANY 722mM 1'K DIO7IPN NINRY 7D 7V DIT'YAN NIAY DITKY 1201 AT NA0XN
UNINNn ,'7R0IMmMR DIN'R? Nty .and Lippincott-Schwartz, 2009; Sorkin and von Zastrow, 2009)
LeEIX2-1 BRI1, FLS2, PEPR1 nnaiT D10% [1an2 IX¥N1 ,0'NN¥2 D071 7@ DTIOYITIR NIApya
(Geldner et al., 2007; Smith et al., 2014; Mbengue et al.,, 2016; Ortiz-Morea et al., 2016;
NY'N NIAPYA [V7IP-NDINN ATIV'NYITIRD 7¢ NN2aN NINT? N1 L,178 Dpna .Sharfman et al., 2011)

(3 'R) Nt (VAR T2V Dwn
NN AY'DYNN ,DINN INKRYT IR/ PINY'YUN NN D127 DNYYa DRIN N'RN-1IN YN 78 DNj7a
.(Paez Valencia et al., 2016) n™io'n D'NIN'X 7¢ NRIYI NIAY DNIX? DaIaN2 DNIZ'vD nn 7y
NNXN 7w N70'7 IX/1 AMD W npaTAN N71D'7 DAIWN NPALIVOKX D'IINA DTN NYIIN NP2 NIX719'IN

.(Pizarro et al., 2018; Ben Khaled et al., 2015; Toruno et al., 2016) o2 opna ,paNNY
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LeEIX2-GFP Endosome marker

4~

Normalized to control
»
o

LeEIX2 compartment density

0.75+

0.50+

coefficient

Pearson correlation

0.00

-+
Nicotiana benthamiana 7w 0'nNT'OX 'RN 7w NYIRPIDAF N'OIZONEM .|V71IP-NDINA ATIVNITIXR .3 I'R
DITRA DNITITXR [nol (LeEIX2-GFP) 7N '0101179 127N nion RLP o19'un 07170 NX D'RL0ANN
7V D'vraxn ynn 'wx CREIoIp oizonm niimn LA LEIX pwna 719'0 72 1k oy (VHAla-mCherry)
DI INIXRA 'IXAY [V7170 NIND NIXRI(UZIEN 'IXA DN DAITITIRD 190N NIX A'¥NN 93 .B .nnarTt? omitime
n21man .FlJI-imageJd niin niy¥nxa nwyl ninon EX qwnn nindn (+) oyi (-) *72,0'171TIRN No Dy
oy one-way ANOVA |nan '9-7y yajp1 n'uo'uvo Niznam .nnimn n= 30 -n [N NDRAY £ YXINN D'a'¥N
.(Pizarro et al., 2019) Jinn nama 7v ooian .(P < 0.05) Bonferroni post-test

nid'o
NIIINN ,NNMI0N N'YRNP'M NP7NN2 NI NNMy Ni7ip7md onmam (own) MAMPS 'maion [9iIxa
.(NUrnberger and Brunner, 2002; Medzhitov and Janeway, 1997) nraxnpmn 7w NNy
NPZATRN D702 [NNY NNY? NREn7 N71D' Y2ua1 DYIoN |T IR YA ,|'M7 D''9'¥907 D'AWNI DNIVPZOX TN
D'210N DNIVPOXI D'WN 190N ,NXT Dy TN' .(Bent and Mackey, 2007; Chisholm et al., 2006)
DTRN XY NMRKR'MN DRITN7 91T 'RXI' 0PN 7w 27720 Nd7IN nxip? oo ' nwni "nikimne avpn?”
,[2-'9 7V QN X ,]AN90 7w npaTn N710'7 ominw oNivpox on NEP1-like -1 NEP1 nnaia7nn 7un?
n7n oa .(Vidhyasekaran, 2014; Thomma et al., 2011) n'oxIMIXKRI NIMV'S ,0'PT'N |2 DINY DN
n71>'"7 o'in LysM, harpin and crinkler -17 naazionikn onmwin n1ia7nnt ECo6 '’n-yinn 1107980
Thomma et al., 2011; ) o"OXMIXIXI NIMV'S ,0"7'7Y-DI2 D'PT'N |2 DINY X DDA 7Y DpaTin

Pep-13 -1 AX21 12 2NIa NNX NXI9SN DY 0YUNT? NIRNAIT 0'RxIM R ) T'Rn .(Vidhyasekaran, 2014
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om",]2 2 .nnxNna ,Phytophthora ux'ixixn 11 Xanthomonas #1*nin 112N 19002 1 0N
[AMoN 7w npaTan N7 omainn PWL -1 EIX oD 00100219197 ,1'7'2%79 120 02 Dnwn
.(Thomma et al., 2011, Vidhyasekaran, 2014)

nAnN? n72amd naximn ETHan ' %y .x00 qr n7a%an ,ETI-n1 PTI-0 70yn 2 npiznnt nanann
Tsuda and ) (HR) "n'-niwian N2iand 12imn 'RNN NHNY [X'W2 DIANN N DIRTAENE DNHNNR NN
0"70'w (MAMPS) n'wn 190n 2y T X, '9 7V qr .(Katagiri, 2010; Boutrot and Zipfel, 2017
Khatib et al., 2004; Hann and Rathjen, ) EIX -1 CBEL ,|'7'a%79 nn1a ,an'-niwaan Nany on gy nnay
AN w7n ETI-? omnw oniopox kixn'? naw 1iva ,(2007; Ron and Avni, 2004; Naito et al., 2008
ONX2INITIXROD ZT'NN 7w 0MIVRoXR D'INnn Vel -1 RPS4 wn% anf-niwian nain? niona yan 'Ry
Van Esse et al., 2009; Wirthmueller ) nnxnna ,(Verticillium) oi'?*¥'on1 nrveni (Pseudomonas)
.(etal., 2007

noinn PTI-n ni'on .niiwn NIF'oNn DX DDINNY D071 '9IX N1 ,N901 N727an nanan
7907 0191 XxNn-Naxkdann 19 7 otixnn ,RLK I RLP oi9'on (PRR) nro1oT-'wn Nt 10717 1=y
775-70T12 , 07910 DURN-)IN D071 T-9Y nounn ETI T L(Liang and Zhou, 2018) "xn-yinn
NPI7N DY D7WIM [91IX] TWHNN 12'R Y2A0N ,NT NN DA X .(Dodds and Rathjen, 2010) NLR o19'un
DUNN-YIN DNIVPOXR D'NTAW RLP o19'uon n"7ax1ann 010717 9w NiaY NIKNAT Nintp .0ayn
Catanzariti et ) LepR3/RLM2 -1 Cf2, Cf4, Hcr9-4E, Cf5, Cf9, Vel 11> ,ETI-n 721700 nx n'7vswni
al., 2017; Dixon et al., 1996; Thomas et al., 1997; Dixon et al., 1998; Jones et al., 1994; Larkan
110P9K7 2'anw RLK o19'on |u717 oA nd (et al., 2013; Westerink et al., 2004; Van Esse et al., 2009
.(Catanzariti et al., 2015) 1-3

DI'X D'NNXN 2701771 1" TaN7 ,0W97 N7Y |I'0'2 NIM'YANI NARNNN 10INT NITY NHNN 178 NIRAAIT
7y NOna1 'Mm7an wim'nn Nnn7na 0N X8 0N1opox7 own? ETIEH PTI-7 api7n% 'owTim’
D'OXIY ,N7TAN D71V NUOI7DIR DX 72707 1O n'nnY 7w Xn'z-11 7Ima 7y 0'DNoIY 'd LRI .DNITIY

.D'NNYN 7Y DAINX' DX N'VANY? T2 NN 7Y ITh N7 DX 'an?
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