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Abstract

Rice is an important food crop, which will face the invasion of various pathogens and insects in the
natural growth state. Rice blast, bacterial blight and brown plant hopper are the three most se-
rious rice diseases affecting rice yield and quality, which cause a large amount of grain loss every
year. The process of long-term struggle between plants and pathogens has evolved a plant im-
mune system. The plant immune system guards plants against the invasion of pathogens by two
immune defense lines. The first layer of immune defense line is composed of immune receptors on
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the surface of plant cells, which is also the basic immune defense line of plants. The second layer of
immune defense is mainly mediated by intracellular immune receptors NLRs. The immune de-
fense response mediated by NLRs is an important part of rice immunity, which is involved in the
immune response process of rice against Magnaporthe Oryzae, Xanthomonas oryzae Pv. Oryzae
and Nilaparvata lugens.
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1. 518

IKFE R R E B EIEY, 38 T A&RR—L Ll B AT SRR FRE A K BERF S A BT b 2
FI25 Pl S B AN R U S TR T e, R R SRR RS T S EUR B 77 B ID 10%~30% [1]. ZKAEHE
JELIR KA E R F#E G EL(Brown planthoppers, BPH)& ™ 5 5 0 7K Rk £ 7= B A 5 5 i = Rl 2 . K
TR i 05 72 EH A i 94 8 (Maginaporthe  oryzae) it i 73 A& £t 1 1 B8 22 4% B /K R 20 23 )= 30 5 Ak 1) B0 1 PR 3R
BE[2]: KA A 95 e E R B B 1 S0 A2 Fh (Xanthomonas oryzae pv. Oryzae, X00) 5|8, 7E1i]. /> 8¢
W s fe Ay EL (3]s MK BN K AR I G T A I T — 2 DA AN 7 O KA e Ui 1, — 2%
T Ho A JFAARTS ORI T [4].  H HT RO ARSI 35 1007 2032 24 18 AL = 25 AN ES B /K RE Homs s,
15 FH A 2 2K HU(ERT ) 2 5 DR P B M PRI 5 G, 17 HLW AR (3 AR B 22 A B 2o ANHf e Pk o DR R FH /KRB R AR TR bt
Jii R ZE[Fl(Resistance Gene), 1 & /KFEHUR M AR BONEDE . MRS B K R 5% -

TEADALE THI o R AR AR NI, 2l S0 B 5 1) S % 28 GERARAE . 75 B SR A kA€ H S AR P4
HE) 9% Z G0 P 2 B R G A — J2 e A 40 B 35 T8 ¥ 95 )5 B 131 52 748 PRRs (Pathogens Recognition
Receptors) - 79 J& B _E A 20 1R 51 4 F PAMPs (Pathogen Associated Molecular Patterns)iis 5421 PTI
4o 9% (Pathogens-Trigger Immunity); — 2 42 BHAE Y40 P9 35— KRR 1 G952 5248 NLRs R 5197 Ji B8 43 WA 19
B N ESE R ETI (Effector-Triggered Immunity). PTI 5 ETI & FEIFRAN B & HNZ, HE Y40
i HY & R A R, BLHE Ca®* AMit. ROS (Reactive Oxygen Species) It & . MAPK 15 54% 538 & 11i%
fb+ HR [N (Hyper Reactive). fEY1# 2K P22 L ZE[5],

2. NLRs Z#aigi2H %« IThREF/KFEEREB PR S

NLRs 2 AA4E T8 MY, SN B2 R 2R 51, NLRs B & HADife 4
B, NB £ 435 (Nucleotide-Binding Domain)#l C i) LRR (Leucine Rich Repeat) 45 #4 55 ££ A~ [F] 4 [8] /5 &
{55, N 3452 NLRs (A% O IhRESE FIIK[6]. NB I A R 45 & 1 s, Rels4h S iM%
HEL, 4 NB ZitIR45 51 ADP I, NLRs &b TAEGEMEIRES, {2 ATP &4 ADP 255 7E NB 25143,
P NLRs HIZHEEIETE[7]: LRR 458 3B AT Rp AR 100 T B AR RN 1, TR5E T NILRs TR R R
VIRE R ARAEAE N i I 45 M 38R A DR ER G5 M ks NLR 40 8 =328, —2K2 A TIR (Toll and In-
terleukin-1 Receptor) 5 #4/#] TIR-NLRs (TNLs); —Z2&HA CC (Coiled-Coil)45#4[#) CC-NLR (CLNs), i&
A2 MR CC-NLR, HA KM, RPWS 44, 475 RPWB8-NLRs (RLNS) [8]. 7KAE4E KIZH A
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i 400 4N NLR gfid & K /3 A 7E 12 6 e ttfk 1[9], H A KZHgmiY CNLs FF-LedE LAY TNLs [9].

NLR 5 MR a7 R FEE N, BEERE. AT FEA R FEI R [10]. Pia-AvrPia
6] (1) 43 ELAR R /KRR A 85— /M R B NLR 25 1528084 Avr BL3%AH BLAE F 415, AvrPia 1A — MR
S R B ARG A, TIE Pia C i L LRR £S5k B #2454 [9]: Y2 NLR XJ Avr IR A
Sl EAE HAE M R eI 5T, BUMARZ A2 L NLR I OR8G5 7% A PRl G 52005 o 1 280
VIR, (A EEEE R ONI[9]. FIANTE AvrPiz-t TERGEDR AN A A B, 2518 E4NRAN R G 52 44
RAHAE, 40 APIP6. APIP10 #1 APIP5, il fa S 4=k ROS MK ALk, (HELLE AvrPiz-t
VEH A B SZ AR AT NLR 24K Piz-t (R4, MRS PR Pk [11]: P A S A a0 — i
PIAS NLR SZAREH A, —4~ NLR SZRE A W Al 8L (R i iR S A b sl 4 & T B IR 1, TR 53—
AN NLR EAN SRR PN . Pik1/Pi2-AvrPik 1 RGA4/RGAS5-Avr1Co39/AvrPia [ EAF w2 Hi 784 () iy [
B, R REE SN, RGA4 il RGAS M HAE MM —XE 41K, RGAS 4] 7 RGA4 %
SR TR G R SR DR . — FUE SRR R MR, RGA4-RGAS H At C i b [F] 25 4 15k
RATX1 iH7] AvrPia F1 AvrlCo39, BEiifith RGA4, W& ETI AfE[12]; MbAMXFh i [FI4E ) NLR J 838
WAE LR EARARE I 7 A HEAG , 910 Pik-1/Pik-2, Pikm-1/Pikm-2 1 Pikp-1/Pikp-2 HoNFIJEILRH, G
FEABAI G e ity 77 30[13]

3.NLR #E7KFE ETI h94ER

B NLR /3 ETI S N H #H —ME% . SRESER. BB 5% ST ETI GERE R —
bR B 2 ) G AR SN, I BE A R U B (Hy persensitive Response, HR) A3 14: 44 (Reactive Oxy-
gen Species, ROS). 4HfIBEE S, AR EE A K R, BE /K- 1 eA[14]

KE SRR G 3 776 NLR 31 ETI Sl A2 h k¥  EE/EH, NLRs 7] feil i i$s 58 A
TAEPESGE ETI 4% [15]. OSWRKY45 JE/K g o —Fi i B HL Sk R 1, 4 OsMPK6 TR 5, PREE1E
WO o2 ISR AR & (5 5 MR [16], 75 % MR WUER , OsWRKY45 Hi 26 S iz £ R4/ S HE
AR TEAT PR, H KRG 2R BN ZI NLR 22 Pbl B4 5 OsWRKY45 H.AE, Iz R4k, W&
Y RPE[LT]; B R WK R APIPS 5 Piz-t 454, BT E APIPS [, AHXFRIY), APIP5 15 Piz-t
PR ERA R, ff Piz-t BB/ FARBETEIL[18], HIEWFFLR, Pizt i 5 %K T OsvVOZ1. OsVOZ2
HAE AR RN, OsVOZL & —Fhi skl A1, 1 OsVOZ2 & —Fhi% sk 8 1. Wi fifilds
BEfli AR IE RS Piz-t A RIS [11].  BEAMEFT K ILHIAE A 1 K1 0% PIBPL A &L 5 1)
RRM & Kl Aefis B2 5 1 HitE NLR 2 (3 PigmR. Piz-t F Pi9 ) N {5 () CC 45ksi &, it
TR ARBENMBZ T, 4562 RIE P SCIE R 1) AT & X M [19]. LA BT 18 NLRs
2% DA SR B IR 1) 7 53 DR Y0 0 IR

ROS & —FhE Z ML=, TEEIGAEY) . AEAEVIASE T, TEREYME 5 RG0SR
HOREERZOIER, Y PTI. ETI S R BOE R E ROS HIBER . ROS I8 HH A T4 B b —Fb
NADPH % {Lfif RBOHs /=/[20]. OsRacl /& —# GTPase, E/KAE PTI Al ETI feid F£#H 1IE % ROS &
FAHSGEEK[21], OsRacl (3G PESZ IR - NLR & [ Pit IS, 55 ROS 1724, 54 OsRacl ikfg &
PID3 H{E 4% NLR /™S IR R L IE[22] -

ZHMRESE S UM TR P S T AR R B MIE . B NLRs 50 idib 5 80 i 550
TR HR [N . ZEMFLEN A0 NLR 2 NAIPs 25 4N 1 MAPMs, NAIP 454 ATP 55—
NLR [ NLRCA KAEFAE, TERSERMII IR /M . S /IMAE I /N 85 TR R CARD 45 143855
Lt &R 22 (114 (Caspases), Bt Capases &2 75 S0 1-[23]. /KFEESAR D RIADHI NLR 5244k
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F, AHCT ETI Wi S T 2 FHLE A ARG . B AT, ST NLRs %5 HR S SALH AR
FIB RN FE T NLR ® 1 ZARL. TEZEE AR T, ZARL [/ RSK1 454, MG ZARL 454
ADP b FIAEVEMRIRAS; MW EMRR AR, ZARL 59 R w SN, R ADP, 454 ATP.

ZAR1-RSK1 E &1k ZARL 5t R E RN AvrAC B4l PBL2YMP 454 R ZAR1-RSK1-PBL2Y™ =
JCEEY), it ZARL [ FERAAT s RIS RE MA ) ZARL-RSK1-PBL2Y™ F JARLE M (114 1 e
7R) [24]. TELEIAIR ZARL N % CC S5 MM SR A J5 , CC 4ftsl B35 —AS o MEHENE TE B AR 35 1)
[ A i N B S, S 8 A ot IO A DR PR o S e PO AR T+ /> %2, ZARL 548 CNLs £ CC
Ui 55— o BEHAT PR SF 1) MDMA BEAA, B 4nssnBHE ) - -5 4R T-AH5S ) NLRs. KZH ) MLA [5].
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Figure 1. Model of AvrAC-induced assembly of the ZARL1 resistosome [24]
1. AvrAC iE5SHth ZARL HEH/ MR LR [24]

4. NLRs /K FEEHEER. AR, B ANEEREZEK

KRG 12 5Pk b A g 400 /4 NLR ZmbS AR, SR T H A A — 2350 3 0 7K R 20 1 M8 5 A
SR AHEETE AR . 48R EVCE A HCPURE J1[15]. HAUKFERTREE . KA g% E B NLRs /3
(1 ETI FefE )RV

TEA RIS B ARG A, RIL T 2/ 37 ANFRIE R ZEA DhaevdE . B Pi-d2. Ptr.
Pi21 A1 Bsr-d1 JUANPUREHEM R ZEK AN, HiAth R JE[A 4% NLR SZ4R 8 A[13], X R W/KFE KRR M
TR ETI AR H ) KRR T 20 B 4 5 i NLR 0 Pi JE R, 6 25 /0 11 PR 14 1Y 76 35 3L Rl (PWLL,
PWL2, ACE1, AvrPi9, Avr1CO39, AvrPia, AvrPib, AvrPii, AvrPik/km/kp, AvrPita F1 AvrPiz-t) &G ThEE -G
PE[25]. H B EAEAR AR AR X i B R /NF Ry S VE DL A2 i NLRs IR 1K), s /K R Rl o ) 47t
o PEAE AR 7= N A a0 RO, T U E PR e ik R S A S A A [26] . BatE R BEEA pi2d,
bsr-d1 X FEdE i HA ik g, Pi2l g —ME SMERKER, A MNEENESEE T45451
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3 HMA (Heavy Metal-Binding Domain), X435 N.2&A & MHIVER, DhReskkp) Pi2l /KA RAL R 2 fi Bk
Fu A, T2 38 SR K RS RS BT . HMA SRR ThREME A —FiB R A, AERS IR A& AR
(75 J L R B MR RN, DRI B BBV A NLR AT 1) 502 SOBE[27] 5 bsr-d1 4ifih C2H2 45 [X-1-[26], H
T bsr-dl JE 3 R A AR R 1 U A AR — Rl A K MYB 454 2 bsr-dl R 301 F, 4]
bsr-d1 %%, TN HaO, 1R, 38 9 AR Fh & R 1 R IR B[ 26] -

F1 A 2 KR e B B R P I AR T MR S 2, YR (Bt A AR RS P AR R T
Bl R AR R I B B H RTKFEDT S A R R L R I IS 48 A, wafE T 15 N R R o
DL Xal NfC#, Xa2. Xald. Xa31 fil Xad5 #B/& Xal IS, ¥%miY NLR 52148 1[28]. Xoo %S
JKFE ETI 6y A0, —Fio& i Xoo 7 RN S XAL 55 NLR SZ A8 A 45 &30 ETI 7
$, —FhE 1 Xoo T3SS (Type I Secretion Systems) ¥ %% 5 K12 4L14 TALEs (Transcription Activa-
tor-Like Effectors) H #1553 R FE K #5335 . Xoo BN AT ETI N iiFE 5 @B MHLE] W ARG, JFH
Xal Z5Z[RT Xoo HI/INFlRs S b, [RILAE & Rl /b N A

*,* HAMPS/DAMPs
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Figure 2. Molecular mechanisms of insect resistance in rice [13]

2. JKFEHAE KA THLHI[13]

vE: BPH3. BPH15 2 — R TN LR s ERZHREA, IR ERM
HAMPs/DAMP, &t MAPK i&4%, %S PTl. BPH14. BPHO #5248 AW NY), S ETI,
BOS UG ROS. JUPREENI G . WMEFE S A MIEAE; BPH6. BPH30 HLEf THIRE A1k, L5
RN AT YR A A SRS R

FETKFERR R w25 DLy B % 52 Y 15 M8 K E(Brown planthoppers, BPH)FUG3E A . Li F1 Liu 5424
T 5K BPH R ik [5] 43 7455 X Bl (U 14] 2) R85 7 7K Feont B s 4005 (¥ 23T WL [13] . 35—/ e B 1) BPH
R %:[X Bphl4 Zift CC-NLR &, 75 S % MHLE] S ik 190 IR B 75 ) e pLm Al . BPH14
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Z A T R R 2 AW 555 7 WRKY46. WRKY72 HAE, H5BEESEA T W-box 454 i A4
T BRSO e AR ORI (3R IE S22 o A B 2 ] RLCK 281 FlBF AR & Bk K1 [29] . 38 L
A~ BPH R ZEA 2079 NLR 25 . Bph9 #ifd—F#A 1) NLR 85H, BE%ES HR &M, BPH9 EALT A
RS, RN E/KFE S BRH :14+[30]. BPH9 1) LRR 45 #4J3 n] Gedkk 7 e iR A BPH 43 B K115
Sy, WK BPHY 431 A Z5 H s Rl K ELA, 1548 B B CC S5 Mg Ak T i )% 5 5 F1 BPH 4% [31];
Bph6 Jfid— Ml AR ML LRR 25 B, SHMEE A ILE, BPH6 S54ME A OsSEXO70EL H.
1, (R MR R s R0 M R T, 3G SR 4 B () i B AR RS, R Tf 048 R BV 32 B [32] .
Bph30 /21 LA K ILM) R £, gt —MgriE s, REAMA LRR 458, HE5F—C5H LRR Z5H4%
HAHAE[32], Bph30 7E/EREH LI = 3RIE, HREE MRAT 4 R A AR 4E R I HERL . 15 (1) JEBEZH 2L e 4K
BH1E45 W I 28/ % %) . Bph40 5 Bph30 241bl. Bph6 F1 Bph30 #BIR T 1 /K A8 2 B4 CEi Ik

5. BESERE

NLR 524485 12 He A 40 i o B2 G e S2 A, 7993 S R RN 05 5 R ) BT S ie ¥R O AE . H AT
SRR CEPUREER T, K285 NLR KA EE, R NLRs & SHEY
ETI S i@ A7 SO R B« 4 KU 2 77 Uz — . IF HF2E NLRs Z S5 a4 i 4 AL BRAR NS
NEIUATE, WP KRG 2P . 0 Pi2l B G mIEA, Pi2l (3 Re sk BE 8 MR S S s
Bph6 Z T E A MBI H, T /KRR CEbu k. SELe/KFEPT Al 25 R 9w A% NLRs,
U1 Xal LGN B, (HHRTA ¢ Xal % NLRs /51 ETI [ S AL A [ B o

IKFELE A AR A KARAS T G 2 P 2 BER A S R =, b DARSIE . R . A
N R R ARG AR 7 S B P B . I KRR AR R SR ik DR s B KRB O i Bl BT R KRR
(IECNETE . IR TFB33]. FIFS5 NLRs [ R RIS & /K REHUIR R T 5 A 36 2 /K Rg i 55
T i A E NLR & B ZEKARR S i A E A BLH], A6 B T-855 B /KA TR B ah AR, B XA
[FITHLIX TR P2 FE I R AR ) R AR P S R SR sE R 2 . HERR I S 5 0 MH
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