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T A9 T 0 3 BSCOR Y L RO B sk, 15 8 P00
FORHEYN F B E T AR F Bz —. 1994
i, EYRTTIRE & & & 2R 2 % A (nucleo-
tide-binding leucine-rich repeat, NLR)J& X 14 VX #% 70
FE, 4 5~ % (Nicotiana tabacum) N2 [l (Whi-
tham et al., 1994)H14ll F5 7+ (Arabidopsis thaliana)[t)
RPS23 X (Bent et al., 1994; Mindrinos et al., 1994);
Hodr, NOGPGR B8 i 2 B R o, TTRPS2IR T
T Y% Pseudomonas syringae pv. glycinea (A4
AvrRPS2)[fe btk . it £204FH, — RIIMEYIRE
DRI B e F 87 PR Avr 25 D] (TG 35 2 DR ) Bk e B . 5304
NLRsA A, EAINLRs 7] R BB id 34k 1) 381, 31
PINLRs JUJ B8 5 17 - Wi N2 £ 5 1R 5 AH 5% 73 #1622

(pathogen-associated molecule pattern, PAMPs).

1 NLREVGH 5454

HAFINLR S F33 58, RIAELRSF NG 25 1 38 7 T
7 41 8] ) A% R 45 A 1 5 2R 45 74 38 (nucleotide-
binding and oligomerization domain, NOD)VJ % Ciii
LRR (leucine-rich repeat) 4t #245, . Nt J¥> 718 & FHTIR
(toll/interleukin-1 receptor like)akCC (coiled-coil)ZH
o AR NI 45 K 45k ¥ AN 7], NLRAJ 23 9 TNLAICNL
MR,

Wodke H 391: 2019-10-23; #5252 H#1: 2020-01-23

1.1 Nim&EHIERtE
5CCHitL, TIRGWMBE IR, B ZAFET 5.
Y b (T YR AL), BONA S SR Gk REEH)
EAMBE A HAEMIE. CCEERIIR 751 5k 2 A
o, HE 5 Ea B . i, % ijhi(Solanum
lycopersicum) ' [1)Sw-5b -5 SD /¥ 51 #H i% (Peird et al.,
2014), —F 455 W {EMEY) %o % vh K 1 B 3 E AR
Mo 4, A REPINLRER NS 1 & 7R 45 16 i %
W, HAEEA e it A HE/EH . NLREHA]
DL A B & — RAEE 2 B4k ilan, K32 (Hordeum
vulgare) MLA10[)CC4 3 it & it — ARSI B
WE, BHIEMLA10 CCHE#a I — Ak ] Fh b R (5
5 ¥ 5 (El Kasmi and Nishimura, 2016). 5 TNL##
WEEA T IRARANE], V52 CNLIERYE 5 S 1 S
RETF, FFELT ZREEE, WIRPM1, RPS5,
HRT.MLA10.Rp1-DF1Sr50 (El Kasmi et al., 2017).
H5MLA10IE P Sr33 i YENLR  Rx ] CCliy 71
SUIRZS I E145 R B4k iR 45 #) (Casey et al., 2016; El
Kasmi and Nishimura, 2016). 45 R0, Nif —
RARKITE O T NLRIJBEOE AR IEHE 5 2K
HI,

AL, FEYINLRP NG 2 5 58 7 U000 )5 B
RN RG] M AR T A . 3 YA NNLR &
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FIHOW R AR 505, TIRSE M INAD 24 G ME B i
T, R R AR IR A A B T A 5, AT 5] A
% 2 N (Horsefield et al., 2019; Wan et al., 2019)

1.2 NB-ARC&#EFE
NB-ARCJ& T NLRE F {& 5 G k38, 5 7L 30 W) i 4
B3 T2 8 A B0 IR 7 Apaf-1 (apoptotic protease-
activating factor-1). fHYIR%E K 4w b5 (140 & H A 55
TN 26 4l e S8 T 85 H CED-4 (caenorhabditis ele-
gans death-4 protein) 2 A [F]Ji 14 (van der Biezen
and Jones, 1998), Il HE N ANEA “(G5HK” I
Ao VJRRES 7 B B I MEINB-ARC X 38 7E 45 & ADP
b T BORAS, SO ATPE A TS, #msl K
T YIRS (Williams et al., 2011). [FAIEFRPT
WG E L6 AILT, [Hl 5 ADP /&5 & FE BEAS[F W K I
G50 E AN A L7 8 FINB-ARC 5 ADP4; £ B X 2%,
i A 2 [ N R 59 L6 (Bernoux et al., 2016). 113,
W EFEFAE AR RESRBARE R T T hUR &
1ZAR1 (HopZ-activated resistance 1)#I4E KL o
AT R B, 24ZAR1-RKS1E &1k 5ADPL; 4 I ik T
AR, SAVIACTE 35 R B AL PBL2YMP 45
2, ¥ RZAR1-RKS1-PBL2MP & & 1A I, #) 5k 2k
MUAE, BEJRADPTI AL T EPIRAS; TR 2 &4 5
dATP/ATP4: & J5 % K ZAR1H R 45 IRk 5, S5
ZAR1-RKS1-PBL2"M" 1 il 6 1R i 58 1 4 5 B0 9% /s
A, 3 T T 6 U B AN M (Wang et al., 2019,
2019b). i — LA IR TR Y, %R IR
A A5 45 B0 IR S I P /N & 5 5T T (plasma mem-
brane, PM)4i &, 13X — DXt T4 46 T A1 400 1
ANATEER, BEARBUREIMEIR AT BRI I 5 5 FL Y R
I IE KA E (2 A k2R, 2019).

1.3 LRR&Hig4514

LRRZ BN 1 1 454 ods oy R sy HLTET S gh i3k, Ab
TNLREAMCHG, HEANE S RARNELFAIA
F. DhRels B segn R0, RIS B i e o
AEAL, ALLRRANE, NLREE F R 88 AN A
%10, NAIP5 (neuronal apoptosis inhibitory protein
5) ] 8 it H C AR i I LR R Z5 44 38R il A 7] 1) 41 B
#M(Yang et al., 2018). HZEIHH T, LRRIFAE
P 50 JE B AR B il PriffLRR X 380t 2 i i

E1EE HSGT1 (suppressor of the G2 allele of
skp1) FLAFE RS2 R B, 3k 1T 51 K — R B BUw R
(Kud et al., 2013). W H LR M, LRRAMIU S 5 7
W IGAH R, B 5RTNLREANGESES.
BT RPS2. RPP1AMRPSS5X} 5 5 4 5 B A 1]
TEF, 2:PRLRREE #38 J5 2 I H RS IR 2, 5l
RPUFE IR (Q et al., 2012).

2 NLREVIRANGESES

2.1 NLRH®EAHIRS

L A7 308 5 XoF 5 DR TR 2880 B P AR S ) R R o i A
INAR, T PR L RS HE IR B0 S R IR 7 X
BFE238: — R g B 0 B R RO (BIA); 5 —
FRAF IR EEAR A . BEARAEINLRE 2 B 5
R B RN R BAE, AT R R . B, e I
RBA1 (response to the bacterial type Il effector
protein HopBA1) 5 41 I 111 /4 3 Wik R 45 %% B & H
HopBA1 B #1501, LATR 7 4 B 48 T3 #2 (Nishimura
et al., 2017); MM% Roq1 (recognition of XopQ 1)i&&
H AR S 1R B B B A TR Xop Q% i B AU M I Hop Q1
PRARANE 8-, B AR L PTE SE8R 27, Rog1 il 5
% HAE(Schultink et al., 2017). AN, 7 EH R
BT, XATA B RE RN (EMD). flan, b
Sw-5b 1] B2 IR HINSm, 31 i T 9% ) B, 2 HL
CCuii X SD/F HIif, SDIF 4% 5 ENSmM4 &, 1Y
5H Sw-5b 5 NSm 45 & BE 7, AT 51 2 55 58 i B v
S (Li et al., 2019).

(]2 R FENLREE A A B4 50 J5 B AN 2 A
AR, MEEHTREERED, @R ERED
(WAROR L EE ) AR G R e OB (BIM1B). R R
BN R P, Bl S AT R . AR T
BT, WEFHANES SR EEAEE, 5IEEH
A AR AL RN A 20, ENLRER BN 5 51 R Bl
RN . 4N, #lE7FCRCK3 (calmodulin-binding
receptor-like cytoplasmic kinase 3){F a1kt
B, FLBERR L5 #ENLRE FISUMM2 (suppressor
of mkk1 mkk2 2)iR%|, it — ek G S vk A
(Zhang et al., 2017). /KFg(Oryza sativa)fr & H
APIP10 (AvrPiz-t and AvrPiz-t interacting protein 6)
HEHINLRE APzt RHY RS KihdE
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Figure 1 Models for recognition and activation of NLRs

(A) Direct interaction model; (B) Guard/decoy model; (C) Integrated activation model; (D) Microrecognition model

NAZHT, APIP10BE RN 8 F AvrPiz-tRE fi#, MM fF B
XI Piz-t i, & Piz-ti K EF R, 4k 91 KETI
(effector-triggered immunity) < W (Park et al.,
2016). S{f PHURIE, SHEAEX TR EEAS
AR5 H EAEMNLRE BA TG, 135 o% HgF
PE. NLRAEZERS, fr DA DL RS 1 58 5 0 I B
BN AR EAE, DMESHNLREE iR 5], NLRALETE
IR S VYRS =8 i 3 R B YA AL R gl 8 R 28N
PP E . i, KFET I Exo7OfE A HE A,
1R B RN R L AVE-PiiR A G TE K B R &1, 4k
TR PR 5 FEIOR E T, AT 3G 5 R A T 5 S5 P e
(Fujisaki et al., 2015).

NLRA &yt ] BB HE H, HENLR S A Rk
()3 G G ARG, R0 SR A A AT R S R (1
1C). 7KFEH RNG4/RNGSHE i & & Wit il 4 571 51
&I B Avr-CO39 A Avr-Pia B i 3 v 7, Bk 5] &
W HOm RN, B Z 3 OAEAE N, AT KETI
(Ortiz et al., 2017). #hE 1, CHS3 (chilling sensitive
3)fICSA1 (constitutive shade-avoidance 1) 4
IEJENLR, H A CHS3HEA R TR, CSATNIR i
Y, B GG A BRSO R BL(Xu et al.,
2015). MY T kA AR R SNLRE A G

1748 Th g 1 B 5 20 (Kroj et al., 2016). XieZ:
(2019)WF 78 KN, A LeNLRYE A PR i LL A B & B
W AL, Gndsol ve B 1) K FE Pizh-2, s A7
TER A BAG P ThEE, 5Pizh-14546 )5l 58 5 &
X e T

22 NLRHMHESFESH®HS

NLRH % 75 28 B — AR B 2 AR A B0 (B
Kasmi and Nishimura, 2016; Wang et al., 2019a).
ZIRAAT LLHINLR H & AN R 5 w38 2 18] 25 6 T8 B (LA
N. SNC1F1L6 K4t 3% 1) TNLs 8¢ LA Prf. RPS571
MLA10ACER HICNLSH#E T B 5 45 & 1 i — ZE A4 T 33k
%) (Qi and Innes, 2013); 7T &NLRF B RUH AL,
5% 2 (S. tuberosum), HSINRC4aLjLeEIX24H
B E55TY B B AR T 0 2 1% (Leibman-Markus et
al., 2018). IXLENLRsTE G Ak b1 {7 8 & FHAT (K
4 B0 5 46 E), {HDM1 (DANGEROUS MIX 1)#0
DM2d (DANGEROUS MIX 2d)BNHsA1, BEIR 55
AAET ARG T AR b, ABATS AT LE AR AP L o
HLE G B K (Tran et al., 2017). ZAR1 7
B B SR 5 A AT BL g 58 4 B0 (Wang et al.,
2019b). HiLHEN, HEHY) AT BEIE A7 AEHE RINLRIK
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Y% CNLs (FERPS5. RPS2F1RPM1)EH T
JFE(Qi and Innes, 2013), H e A% e 11)E
PER TR, 1T RS AR RN T (S fr DB HE )
A0 I 5 A6 AH 9 o K 70 NLRs B W30 i V. 40 i 5 A7
KA AR o AN 5E A ) IR — B AT 0 D RE AT REAS
[A] - SNCAFIRX1 A7 7E T 4m Az A i st o, AN 8
LT A A% T SNCA A FLE 1, A€ A T 480 i o7
HIRx1 (resistance to Potato virus X)74 & 3F4EH
(Slootweg et al., 2010; Xu et al., 2014a). Ef7 T4
Ji 5T FRINLRs W] fi 3 255 i 18 1 R0 AR G, 805 51
KMAPKI B &2 M5 FROSF R AH G, 2H iz i
NLRsII A g 8 2 58 5% A BAE A

2.3 NLREEREFEMFEETHERESES
5L W], NLRsAI I 5 ¥ 5 B 7 H 3% BAE R %
T REESHS. filln, KFECNL MLA10@ i H
CC 45 ¥y 43 5 P9 AH B 4% 471 1 % o IR -1 WRKY 1 1
MYBG6 (v-myb avian myeloblastosis viral oncogene
homolog 6)E % H.1E, #E1 A= EY) %% (Chang et
al., 2013). MSNCAH 5 M (i TPR1FIbHLH84) &
PAEASF s R FAHEAE R . TPR1Z —Fhe 4
1l R, 1) 22 Aol 8 260 % A T DR R AR tpr =
HRAR I sncl i) B & i e a1l (Zhu et al.,
2010). bHLH84& — it G K+, W AE Rk
TR T 5 SNC1HIRPSAH 1 . bHLH84 i KA vl 1
SR 7T, mBRbHLH84 f H 245 4 5% & AR & A
MIHNHIRPSAFISNCTIE 1 (Xu et al., 2014b). 14k,
1 B 5 A - SPL6 (squamosa promoter-binding
protein like6 )i 5 77 5 41 fa A% H (1IN A 1 A8 ELAE
SPL6VA 1 —# 7 B i £ A, N A FIFETIFT L
o SUCRAL, UF T R EIAtSPL6 W RPS4 T i
ETIf 4 7 (Padmanabhan et al., 2013). i1, Zhai
& (2019) W Ft K L, 7K FE e % BT RRM (RNA-re-
cognition motif) 1] B £ 5NLR PigmR H.{F DL S
7, 32 17 A S AR R R T AR

3 NLREVFT AR

3.1 RYERFE
A% 2 FMRIB AL NS, FEORFRO R E
%3, DNAREAL 41 A BT S RNAT 245K .

Yeth Ji AR 7 SPLAYED (£ 7% e MUSE i 72 1 43
2)J& T SWI/SNF 5 jik, Hoid i 5% M SNC1 4% g 41 il
H SNC1/ F 1) 4% ) ¥ (Johnson et al., 2015).

nrpc7-1 (RNA S & B 11 30 38 B 2 98 48 4 ) B 78
MUSE IE 7] i i A3 3, % RASHESE i V)bt
PRI 51 T — RYIRAIEREE, 5 ] Ge 2 AL 4
7E/NRNAJKF- & 4L T & ifi(Johnson et al., 2016). %%
)i ¥ K ¥ CHR5 (chromatin-remodeling factor
5) (54 E A HiZ KlEHUB1 (HISTONE MONOUBI-
QUITINATION 1)H.1E) L4 A SNCL £ %, FF
A5 5 — Rl e o5 B ¥ 5L I DDML = A i bt (Zou et
al., 2017). tt4h, DNAFIEAL AT SNCLIF # 5%

Espinas®5(2016) i 72 & i, mos1Alddm1¥ 6 i #%
fmsng B 3E4L, B AEsnc LA AR LR . 8
TEOLT, DNAFRTEEALBREE T B007 8 S G 5%, DNAF
FALFEE BTN 8 5y ek . AR R, TR
TRPP7T 1A N & 1 46 N e s 5% 8 1
COPIAR7 £ S AL AT 24 11, WRPP7EEH; S [F
(5 T S e 2E B 1 R AL, OF HARR A R SR
AR Ak o RPP7 (1) 3% 1A 1 52 31| 52 M (Tsuchiya and
Eulgem, 2013; Le et al., 2015). 5142411, SNC1LA
J RPPA 1) 32 15 86 T 41 B (1 i =0 R P 0L 7 7% g
ATXR7 (Arabidopsis trithorax-related 7) % HAH % &
FIMOS9 (modifier of snc1,9) (Xia et al., 2013).

HalterfINavarro (2015)HF 55 % B, miRNAsf™
AR PU I FE A RS R, RNART T 514
TP 2 MR R %Y . NLREE R B S 4K K
it AR, miRNAsIE & 7E AINLR 1) 6 i £ 4]
T YRR AR N RS . WNBEE A E A, mIRNAS
F SR FINLRER 57 741, DA )s/ > AR R R AR 2R
it 52 (Zhang et al., 2016).

7 i miR482/2118 H 4 5 It 5 U B I+ miR472-
RDRG6 4[] JEmicroRNA, & 118 i RNAE 5 T Bk 77
A AE# 5% J5 K75 £ 4~ CNLs (Boccara et al.,
2014). miR482/2118 5 J L [r] % NLRAE 2 A A N
(AR B2, AT R 45 JFC S B TR T 4 B J5 AR 1 e A
(Canto-Pastor et al., 2019). miR9863 5 kil it 5+
TR ZZCONL MLAGE I 8 42 K 22 1) G I BE K 4 g
FET-A5 5% F(Liu et al.,, 2014). HHEmMIR6019LL K
miR6020FE A1 TS TNL N, F2MaNER (A 75 00 & 1) R
15 J oA T 1 00 B AR 5 B ) B (Deng et al.,
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2018), K (Glycine max) miR1510a/b# [ i T4
S PR B A K G BT AR IO TNL, (B K 28 5 1 X g
309 1) HC 2% S 404 (Liu et al., 2014). gma-miR1511)
A0 A 8 75 K 5rb NB-LRR 4 9% 5% 14 3 K] Glyma. 16-
G135500, fE 7 xf K 55 55 (1) o A e S s A H
(Cui etal., 2017).

3.2 WEHEIEE

AR BT AE P FENLR (REAZ TLR) A A2 ke 5 224
A, s i e A S i SR B (BB I 5] R NMD
(nonsense-mediated decay))f) 7 RATIE TN AL . Bk
Poudr s, AR ZAETEAZ MRS TN
NLR (FEAZ2TNL)H - XuF(2012)7EMOSiiidk i 2 H1
Y 2R, IXERABE KL R FMOSAHH
HEY(MAC), Al HFNLRIBEH% . £ SNC1FIRPS4
(1 R AR BT e AR SR, N R T R ) 1) R it e 92 P
(Xu et al., 2012). {HFFZEIEH M2, MACHXEHA
MOS2. CDC5FIPRL1tEZ 5 miRNARI A& K, #*
BH X P P 2R 45 () ] BE A7 7E S PR K & (Zhang et al.,
2014). S5HAFRIEZE, Z5miRNABTE ) /NMZIEZ
BT 75 1) HR R A AT A A f A T A A A ) 92
71, X5 e BT AR R R BUH X (Huang et al.,
2016a). Zhang%(2014)HF 57 &K I, NMDE FRAF {4
F I 6 T-PAD4 (pPHYTOALEXIN DEFICIENT4)
FIEDS1 (enhanced disease susceptibility 1)1 H &
g, RPANMDLE nf AR By gz 25 V) id &, 755 35K
SFTINLR, Bk & e T e N

3.3 EhFEREE

B J5 B0 S BRI R BERR AL AR A 25 128,
Hoz BN oz, o DR R AR
PRI %% . Huang®(2014, 2016b)EMUSE 5248
Wi FE AR, 43 B4R TFME— (¥ 5 B4R A2 E 3
MK HITRAF (TNF receptor associated factor)z [
(MUSE13 L 2 MUSE14). Gou%s (2012)F 5t K& 3N,
SNC1HIRPS2;# it F-Box E3 SCFPR' % iz &-E 1
VR I& % B R A (1 %)% V.. Wang%(2016)
MR BLRING B E3 MIRT i 35 K 2 1 It £ A MLA
NLRs; & E3s#E A ENLR 5 2 1 7 P 1~ B 5 i o
2N TR 5l (Copeland et al., 2016a, 2016b; Tong
et al., 2017); S IE T FE3iZ iR SAUL1

R 45 NLR K HAE I P P 501

(senescence-associated E3 ubiquitin ligase 1)H
TNL SOC3f# T’ (Tong et al., 2017).

CAH WK, RAR1-SGT1b-HSPOOH-1E E &
1A % 4H 53 6 B & PP NLR A1 5 B9 ETIHE AR 250 22 (4]
RpiBLB2{5 55 5 7 H#SGT1 (suppressor of the G2
allele of skp1), fHEZIHSP90 (heat shock protein
90)3RAR1 (required for Mla12 resistance) (Oh et
al., 2014)), {EAEINLHIE B E A4, HHERANR
(Kadota and Shirasu, 2012).

4 BHESRE

NLRYE ISR B A i BE 3K, BRIZH
EAE 2 BB TEH )2 R0 o B NLREE B A A T4
TORE, MSRHTTCMAEAWIERN o ¥ U LB BRI R,
JRE AT A FRATT B 0 B UL ¢ BINLR ) 45 4 2 B K
W Js 2, EXILEEAME Sl B AT A e s A .
LAk, CRISPRIZA Y H i A A 8 5 Hm s dh Fh i
BB B, I, FERR AL — B R Py, X
NLRIJHR TEATS IR AT E R FC sk ) 3K e

SEH
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NLR and Its Regulation on Plant Disease Resistance
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Abstract In order to adapt to various living environments, plants have gradually evolved a complex immune system
against the infections caused by pathogens. The nucleotide-bounding leucine-rich repeat proteins (NLRs) act as typical
resistance (R) proteins which commonly exist in plants and play an important role in regulating plant disease resistance. In
this paper, the research progress of NLRs is reviewed from the aspects of NLR protein structures, signal transductions
and regulations of plant disease resistance.

Key words NLR, plant immunity, resistance protein, signal transduction

Yang CHZ, Tang XY, Li W, Xia ST (2020). NLR and its regulation on plant disease resistance. Chin Bull Bot 55, 497-504.

* Author for correspondence. E-mail: xstone0505@hunau.edu.cn

(DUES s PNEAE)

© 0000 Chinese Bulletin of Botany





