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1. IZLHIZ

I D 7 A L A BRI, SR A L A L OHELR 7 BB AR 0 JEIT T
LEEDLNTNWD. LL, VA NVAITEREDIZ AT ) LERTOERBE R,
ARG H A<, DK E WZDIZIE D ITELA RN Z &b, Bl O 50
HWEERIITLANPED LB XS5, AR TIEARE VA NV ARFHE IR0
B ZTHIZ. Y CIEEIC 2 FEO ARG Z R, SRBEY ViR

(receptor-like kinase : RLK) EMEMEEPIE (R) B TD%< 22— K9 % NB-LRR

(nucleotide-binding site-leucine-rich repeat) B 5% 52 &k (LLF, NB-LRR % > /37 )
RT A VA % BT efl 2 OIFFIRDRAZ R T 5. RLK XMW D B IR0 25K & T
BRI R A\ @ 28 o 4y f- -3 % — > (pathogen-, & 7213 microbe-associated
molecular patterns : PAMPs & 7= (X MAMPs) %383 5 = & CIAHEHORIFEIAI S L

TR (pattern-triggered immunity : PTI) #7545, —J7, NB-LRR % > /%7

\]m%

L ORRFRITFF R T, WA DO —EOFRE-LRA T NRBLT 2 2 "V H &l d 5.
ZOHE, ERRO X 5 IR HE L, NB-LRR ¥ > RV EIZ X 278k 54 R %
LT 0 E BN D REAEMICH LT, BRI EN LIZBEN A

B DEFRERDIEA S h. EFEPTIE ETHIMA TA I =X LDRIRDIMSLO T A
IV Z PSRN N D BV TER Y, EAbOFITS ETI & FIERIZ, PAMPs Tld/e
WD ANVAZ N B R RPN L T2, 6 L TORELT 2 % A 7 OB
W%, ZHBIZOWTHREVIHOAMENRIEND D THAS S 2. EHELDOT
R D7 A VARG ORFFE T 12, o L 23R GeD 12 12— D DB {HIkHE % 7o

RTDIODEREEGT DL, BROUAINVANE 5 — 2RO LRI L 2 filE %

TV ZTTLED FL—FRAT7ZMNONTND Z EARERINTZ. TR0 biE



A RICFRHCEE 2 525 P L— RE 7 OBRIC LY, Big#Eestn k> v A
JVANER L THEEEOFNENRFFCE TV D Z epmmahniz (K1) . o
DEIRTANVAIL b b— FA 7 2580 5 BRI O i O & e TH A
EEINDZ e, ELOENT A VAT 5 72 O OFEY) O — {19 732 DIk RE &~
Bboinsd. LFTIE, ZNHTUA VAT L— AT Z580 5 7 A /L AR ORE

BOEICERZ S TR 2.

2. VIV TETNVBTRRTDUANVAD L — L7

W) & o R A DBIFRIZ DWW TR, W M O LA EILH S 2 ST
MELTEV I T =T AINFLTHD. ZOVITVITET ML, TANVATIERL
MR O RAR B & AR DR EAE I T 2 WF5EI B DUV THRIB S 4, 72 B Tl RLK
& NB-LRR % /37 E O 2 A DG 2 N R 2 St U T BB 23 2 L 7 D 70~ % B
AT 2 Y. T2bb, IXUBICRRLZERY, [HHIX] RLK I X ZHHFEERD
PAMPS/IMAMPs DA L 0, 1D TIRA L T < DI FEAECIE A TILR WA b
BWIRFFHIZ PTI ZFF58 T 5 2 LN TE LS. ZHUTH LT, WEMEOH D2AEMIL
T2/ B—LMHEND PTI #HET H8BE 285 L TV, RALCESMIC =
T2 B—E5H 2 TPTI 24 TR 5. £ 2 OREMAEH O T =
7 B —ZHPIT B T2, L NB-LRR % XV E T 7 = 7 X — 51 & R B
JBS U CmBug st (hypersensitive response : HR) & REIZILD 7'v 75 AR Z &
TesR\ AR (effector-triggered immunity : ETI) 2758 L CURRAZLETSH. U7
FI7ET T, 6T, WEMEDD NB-LRR ¥ RV EIZR#END =T =7 ¥

—ZBETEY, ROVITHee 7 =7 2 =285 L UREEZBEIET 5. Moils



ZFOHTIne T =7 X —% BT 5 NB-LRR ¥ > /7 BH AL S Txpre v H B
BRI NTND. ZOENL EOBTFOANNED Y ISV T H 7 OARTOFUTHS.
ZOVITYVTETNE TANA MO AN E TEOTERLDL L VA LA
IZhU— A7 ZVDBEAZZ TS (K1) . Tbbh, HUALADEL
IZRNA Z 7/ DZFFO RNA U A )V AT, MRS 5 DNA VA VA ZZ DT
J AP A RFThEL (K20kb) , 3~13fHDBIRT- Lk, 720vn, ZhEn
DEARFNT— R 27 N EITEROBREE RI- L, VA /L ADREG G % K
VEEDLTDICHNADBEEH Y. TDD, HBDEITVANAK U RTENRTT 2 H

—& LTNB-LRR # U 7 BIZFEFR S ND556, 7 A NV AILE Ok a ki b 726
DANVATT 27 X —%THDIHIEWDd, NB-LRR # L /)7 B a8k D Hhr
ICERZEE L GRS EEN LY T, 2ot E, L LNB-LRRZ V7R
= 7 Z—O PTI Z i3 % 7o OIC HERIEME I 258k T2 &, VANV AT T =7
Z—DAEFIT LY NB-LRR & /7GR L % ETI 23k 5T H PTI 240 T &
P, AEEFPTHI L 2HA LM< =zid o2 &2 (1A . ZOUA LR
T 2 X —OERITRNOND N — RATZIZLY, PTI Z5%ERIZHEL, 222 ETI
RN D XD R U AN AOBEITEE 2720, fERE L TUALRITH
T2PTIE ETHZ R DO FMEEZHERF TETVDDOTIIRWNE NS R TH 5.
TIXERRIZ, #iO PTI & ETI OFEDE T, UANRIZ N L— KA 7 &85 B
FRDK D Lo T D & BN D BEDOHIEIZOWNWTHIRT 5. FRERD L, THET
2T A VA ZFRE L CPTI Z#%E 9 5 RLK IZ[FRE STV ARV, fielr, AR
A LA PAMPs & LTk 2 RLK OFENRIB I TVD D " AKH{ RNA %

7 A LA PAMPs & L CERikd 5 Z LITFRIC > TV, EigL=zkoi, wAn



AZAD% LB RNA TANATHDT2, 7 /7 5 RNA OFERLERC TN @G & L
T AR RNA NEGSHIIN CTIER L S 202 b Th 5. EEE, RLK 241 L7z PTI Tl
RO, ARSI RNAIC K D EFE S, RS RNA ICHHFR 72 BlY 2 £ RNA Z 43 fi
T2 RNATA L7 (RNA T, RNAI & BIFEND) BU A L AICxT Dl
WO PTI EBEZBNTWND Y ZHEESITDHLHITIFE A EDRY T A L AN RNA
YAV 7MY 57 =7 Z—[K+ (RNASsilencing suppressor : RSS) % =
—RLTW%. Z# 5 RSS Zi8ik7 % NB-LRR # > XV ERFEIND0, [FES
NTWe<THETI, 2FY HR BSFHE SN LN EHHE ST 9. 2L T,
6 RSS BT DA (3% 5 < NB-LRR # /37 'H) 73, RSS @ RNA A
Loy ZIBNESE 2R T 2 FI M S TWbH Z b D, U A LA RSS O i
ERIZFNL—RAT7RRNONDZ ENREZXLND (K1B) .

DT ANARSS DMIEERA~D N L— KA 71X, ZORITERDBIOME S
HERE LN IR o T B O TV EBbiud. RNAY A L v J I3 ER
D% < ODNEBIET S~ A 27 12 RNA (MRNA) & FFZI5RAED/NRNA 241 L
THIE SN THWD Z ERNMBND. Fill, Z? mRNAIZE YD %< D NB-LRR # > /%

7 BB NHE (H) S Tnb 2 ENRRE SN, A LA RSS &
ik 95 NB-LRR # >/ 7 75 miRNA IZHIH S LTV 5356, miRNA Z 71 L 72 RNA
AL 7R RSSICHHE S D & RSS Z58## 75 NB-LRR & o /X7 E DFBL)
U CBHEEOG RS2 Z L1272 5. ZOHE, 728 A NB-LRR % /37 B3 RNA
P A LT 7 E T DGO RES & I XERIFRIZ RSS 25895 &£ L TH, miRNA
IZ& % NB-LRR % > "7 EH ORI Z I LT, FERAICRNA T A L v 7 a4

Hl3 DIEMED TRV A LA RSSIE L L 0 gl < SRER S L 0 58 W BHIEI S 235538 S



HZEiCs (M1B) . S HICWRIE, 728 X NB-LRR # > /N7 B3 7 A )L A RSS
ERME TR DOTANAZ R EBEB#BTDHGETH (LA, UA L ADHNEK
B X EFTe ERSS Tl WH U R B aFBHBT 2O 1% RohoTnag),
RNAHA L7 ORI LY 7 A /LA RSS O i BT b L— KA 7 238580
BNTND EEHITEZ TS (K2A) . RERDL, —#&IZ YA /LA RSS ® RNA
A Lo 7 MEIT AIEHERIRWVEE, U A L ARSI T LD 2 < HEET 5
, R E LTNB-LRR # U RV ISR END X ANV EORBEL LD,
ZFLT, BBENDTANAEZ NI EORBEDE VD NB-LRR # 237 B IZ380H
SNDIMSNIRWINERIET H T ENTA LMD T )V —T DI TRER SN TN D.
Tbb, = K7D NB-LRR ¥ X7 D—> L Bbid Cynl #1377 v — "EEfk
#FL T A LA (CIYVV) DRSS Tdh D HC-Pro TIERNT A VAKX X7 8 (i
% P3N-PIPO) #7573, FH HIX CIYVV O BHRE RO FIZ, HC-Pro @ RSS
TEMEZ 89D D ERAFFOZ L TCynl 24 L7 HRIZ X 2 Bhl 2 kit 5288 7 A )L A
ERNELTNS 20 ([ 2A) . ZD X 9ICNB-LRR ¥ V37 BN EERHT D
RSS DERALIS & Z Thi, S HITITREMT D VA NVAZ X7 EBMITHIL, RNA
YA L7 ENB-LRR Z U N7 E &S LT ETIHZ RV 7 A L A RSS D28 5
WML —FA7 28052 L1705 L9, RNAS AL 7L NB-LRR #
X7 BT XD B TROWOIREPHD 7 A /LA RSS T b L— R4 7 &880 2 AT

MIRSNTNDLEEZLNZ I THD.

3. FLV—FAT7ZBNADIZIRNAY A LT L ETHZERO W

BT, EH 51X, RNAY A L 7 ERBRO W RuDOE T A VAR



HHAE & ETI B LT, CIVWIC L —FA 7 ZBN5 2 RNl Zo
FMHE, BIEMIICRBERNAEREZRT LW BRTHSH. Lo L O Iy A
VAR A— T L83, BY - BEICEFMOBIRF 2L <AL TS
ZEDRBEINTNWD., ZOHMET A NVAHENEZE < OGS, BRBGE R E YA
SV ADNEG - FEIEICHIH LT 518 ERFICERPAE LT T, UA NV ADTDITHERE
D 2 EICERTLIEER TH Y, AN AERELET 570 OIZITERER
FHREICFHOUENH DO MEE LD, EFHITT L RUO—EH O MENEF
2 CIYVV (XS 2 BRI MO it cyvl 23, CIYVV @ P3N-PIPO # > /327 &
a— RT LB FOERTIEND Z LA L. ©F Y, P3N-PIPO 78 cyvl
LDHEMEBEIF L =T =27 24— LTEHC LS 2L THD. L T=T =Y
% —P3N-PIPO (%, Cynl (3% 5< NB-LRR ¥ v X/ E % a— R R$5) o R
U TRk S, 28 HR EFEEN D ETI S I 5. P3N-PIPO &= R d cyvl
L Cynl OBIMRICOWT & HICHRNT L72FER, cyvl B5i 2 $TRE9 2 VR o
P3N-PIPOIZE CynliZ LV 2F HR N X V< FHFEINDL LWV FL— N4 7 DORHR
ThbZ tnbhrotz (X2B) .
WIZ, NB-LRR # > /7 & %A L= ETI TIX /2 W Bk & RNA YA Loy vy

DMAEDLET, VANV AIZ ML —RET7ERNTND EEZLNDHIEEDIFIEIZ O

A
=6
o3

AT D, —DOiK, ENETUAINLRBEDO T A VAIZKTT D IEE BRI O JRIA & 70

TS b~ FDOtm-1 BT Thsd. FEMFEERIUEE L, BEERPIRTTAILAD

N

i

WYL SRR ET HMOVREIET, ABLICED tm-l Na— RT3 %2 78N
FIE SNz, tm-1 X X7 F X bR A VA goEflEESE (RNAKRY 27 —F)

ICHEA L, BRLARREET A2 L TUA N ADOWR A HET S 12, 1%, AL ADHE



RIFEFEIE, SREBETRSS & LTHMIE, tm-113Z D RNA YA Lo oo 7 245
FERBICHERFEIRICH AT 5. £DD, UANLZANRM-1LIZ K2\t x2 ks /-
OICHERFERICER A EGT 5 L, FRRS, BRERMREIIRNAY ALV 7%
P 23EMEE RS Z s En=Y. oF 0, im-1 I K H2ERBERAIET D Y
ANVAETHNEE RNA YA Lo T+ 2 2 & TO A L AR 0O 528 5
IR L= RATZPMERIT N TNDE NI ZERBX LS.

Lo —oDOBNE, EELDOHNEY 2 ) UL LRI EIZOWTOMIETH D,
Y3 HERNY) DRSS D K O IR PIEBERE Z2 R 72 720 s, JRIRIR D RISk LT
BHER & E DBE 0 < B H O N EHBGRGUE L FHIN TV D, ZOeH#ERS
BEELFHEE SN TR T 2F 20 VEF A 7 U AL X (CMV) OIEFIHPEIZ
ZNRXADANTEY 2 ) kX X TED—Drgs-CaM b D Z & & Rz Lz 19,
rgs-CaM X CMV 2b & T DD T A LA RSS IFEA LT, RSS 24— h 7 7 ¥
—IC X D RIZEEZ RNA T A Lo v v TN XD A IV ABBENENE % & B8 & & 5
S ZDrgs-CaM (2 K 5 U A WV ABFENIEBe=5 F 0 @9, —RIERGETAEL Y
UFNEEY 7F ) o 7 810 RS EGHRGUENFHE SNl CIEME (b 2 K 548
AT H 2 & TUA NI 2 B EERIMEOHRICHEBK L T\ 5. rgs-CaM |
RSS D ZR# RNA S G RIS AP EZ FF> 2 &L TRSSICHEG T 0 2 L VRIS L7z,
RSSIZEFXFEARRLV T TRNATA LUy T EMEITH0, KkbEVDIF— A
BARNAIZHEA LT RNA A Lo TN BIREEST 2 Z & T, RNAY A L
VT DOFHEREDHRDE— > N RNA ORI R EET 2247 Thd. =
DEA T O RSSIEIZAEHRNA K AT D ERMAT, 72& AL CMV 2b (FERT

TR RNAFEARER LD &, FIFFICRNA YA Loy v 72l 286k . *



LT, ZOZEETCMV2b D rgs-CaM & DFFIMELE T L2 E205, rgs-CaM b
RSS DIEMEZEEAM LTS, DF Y rgs-CaM IZ X D 7 A VARG E RNA YA Lo v
YT OMEDETYH, UAI/LARSS OHEGERIZ N L— R T7E2HRND EWVWREL D
Tho.

ZOMITH, — DD T AINVAZ NG EPMAL LT o OB S L < 1ZBLEE
WA LR EEHBEERA L TOAHITN 20H Y (RITETAILAJED NSPL, 7
TV INVTANADHNERZ NI, b~ Ty —AF L FTU AL AD P19,
CMV @ 2b, AT 4 U AI/VADHC-Pro 72 & 1) | SH%OMRET, TN HOMEDET
HLUANVAZ N — RE T ZBONDBEEBH LN 000 L., 2o X 91,
ZRRIR T A VARG OM G DR T, VANATT =7 X —DBIGERIC L — R
I 7 BN DR RNE I NI Z e n, EIEAE T A LRIk L TR EERE O

A& AERFS D 72 8 OREY) O — iR 22 DRI T eyt B2 T s (K 10) .

4, BHYiZ

TODFERIONVTELLT, AfakiicnEE S, —D2i%, NB-LRR % /3~
BIZ XL 5 TPAMPS TIXRWT A VA F /87 B % R B RER% T 5 Bh S O 2h
PESHERF S AL D BEHIE, RREO O OB TRND N L— RA T 21T TlEwn e
WHZETHhHAD. LA, ZHLODEEDEBLURINGREONTELI ETHDHNR,
NB-LRR & /X7 T A )V ARLF DL TEMELCEIER DR Y A 7 —BIEERE, U
A NVADALFRAEIERRINCHE R AR L TWDEEICH, ZORWMERNDE
BT A N ACARFNAB < 728, NB-LRR % > /37 B X BB A NCHERF S D

EEZBND B,



H O =D, BUFET DU A NA ik TE T O RIEEUNIFFE S Wi
72 NB-LRR % U XV BRIV AFET H D TIERWINEWHI ZETHhD. Zibd
NB-LRR # /X7 HIZ WL R ok TH A H 12?5 Ty, &z,
RNA YA L T EHBTY AN S L— RET 2T T D85S, VAL
ZRSS B RNA VA Lo v 7 a0 Mfild 5 ko EBRZERS L L X2,
I, AR RSS Z@dik L THEICZHET 5 & Bbnd. %0, B/ NB-LRR
BN EETANANERTHRET D L E2SToDITEKINE LTERYLD, fHx
LBNTWNDDTIIRWNEEZEZTNDS. 51, VA VAP EZIIELIZY, v A
WABBIMAEM Z B L7045 LT, bL— A 70BR BRI EFI2OWT

LEEBTALERNH LD TRV LB 5.

B

ASCNE, dbfEE RS B BB L BERE - B BR DS - BE & AT o T SR
Zeht EICEE L. BAFINIER S ORI E 4B 4 (25450055, 16H04879)

J VT ARMEIRBU], BT e E OBIRRIZ XV BFgEE BT LTz,
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RIRE @ (RiEs AL

R BTEPNE SNE S 7= = 20 Bt T L = =

MEREE 1993 FEALEIE KR R A R & 23 U [R50t
FERHI NS, PALEUSR, BEMOKPER RS, ) o 23035, KM
WSLRFHT, /— AT = A%V RFPHE RS A% C, 2004 4t
HERFRFEEN T, 12 457 & Bk

BART—<EEE MO U A )V ABFHBERED 7y 1 A T) = X LI DWW THFZE L T
WET. ERE S LIS, UA VAU BT AT 53 2 B R BUR & H
TeneE BoTinEd.
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X D FHEA

1 O T A LRSS B 72D DR OBLEENS. (A) YA VAT T =7
4 —X PAMPs #8505 % Bl 95 28 NB-LRR % /37 B 7¢ ¥ D582 KRB ER 1
CEVTANAZT 2 7 B =R SINDGEITIE, =7 =7 X —fFEREICLY Y
A NWVADBGR IR S D . BRI FER T T A NVAET = 72—k
1 2 BT 2 7o OIS EE A FIIOTE A 58T 2 £ ) I Eh T b 72w, Mtk
SRR ERTOEHRERNL D EVANANE T = 7 X —ERZEE LT,
A BEIE PAMPs B8 I L0 LA Ifl S D FL— FA 7 Zmnoinsd. (B)
FRIZ,RNA A Lo 72 8 D PAMPs 584005 & NB-LRR 2/ L7c=7 =7 Z —
HEGIEIC LD TANADRNA A Loy ZEl #2878 (RSS) IZHRV B
D hL— RAZIE, K0 REICEHEL TV D .NB-LRR # > X7 EH OBL miRNA
ZNLIZRNAYA LU U IR DHHEATH D006 THD. (C) Z DHEW DI
W% FEMRAEOIC R LI BRI v v A VAT L B HER (28 EY) %2
, TOMROLVEMI—EIZ Z>OF 2 HIHN (RCUVANVATT =7 Z—ITx
T 5 ZOoDBhEEE) Zffo. ZolE, UANLRIIRIE5T FRELLARV) L
FR7RN,

2 o= "EREET A LA (CIYVV) 1T L— RFT7 &5 FU O
R (A) =2 R 70X, Cynl i2 XV P3N-PIPO # v R 7B % &+ 5 Z & T ClYVWV
DGz LTtk L TES HR 2584 %, 2O, Cynl 28&%14 % P3N-PIPO
CIYVV @ RNA %A L oo ZHil| # 2278 (RSS) TIE72 W23, Cynl 4> L7zl
HR & RNA A L >3 v 712 XY CIYVV O RSS Td % HC-Pro DS RIC b L —
RAZ RN S5, 728785, HC-Pro 238 #1210 W RSSTEMEZK D5 & RNA 1 L
VU TR DU A VARG TR LT, CIYVV BEA I 2 D, fERE LT Cynl
(RN S V7R VEEE $ T P3N-PIPO DR BLENME T T 5106 TH 5. (B) —HT,
P3N-PIPO (T cyvl (2 K 2 BB HED U A VAP T 2 =7 =7 #— L LT
B<. 2L T, Cynl 24 L7225 HR & cyv 1 HPEHENC L W P3N-PIPO M) 28 12
H L — RET7RBNHND.
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A DA N B itIEE 1 DA N BitIE2
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RNA G4 Lo v s f— ..)—»_
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O{__THC-Prd P3|| 1| | [-AAAAAA
2 O—/EIREALY 1 LR (CIYVV) &/ A RNA
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