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FEIAE R K BB R ] 2 /D 20 fp i i A2
RARHT IR T & Fm SR E Y I NAR . — 2 HE
A7 T 4 5T F5E 1 32 A VR ) T TR O BBk 1) 3 1 A8 2K
(pathogen-associated molecular patterns, PAMPs)
BTS00 B AR S 8L, BR N PAMP fith & 1) % 3% (PAMP-
triggered immunity, PTI). 73 JE LA 40 50 W RN 8 1
BENEYIAIN, - H00E A0S IR SR BUR . 5
— G R AR T R A ) FU R B A 2 TR )
RO R OE, R RNE T fil R % 9% (effector-
triggered immunity, ETI) (Dangl and Jones, 2001;
Jones and Dangl, 2006; Dodds and Rathjen,
2010). & BB A1 E ] 2 P 40 S 5 5 31
FEH, X I AR T E O R IR I
TER DT S AR AR R A R, B B e A
B ER i o 2 A R A R BERR AR A TR P
LU RES O

1 FEAHENEQ#EE

AR Y4 I+ (Arabidopsis thaliana)f) 3 K 24H 4w 15
K#Z31 100 Fh &5 3B DL K 2150 Fi 25 3 125 R g
(Schweighofer and Meskiene, 2015). 1R &R L1E
MR SR BRI IE AR, £ e 3 B R RR, |
22 IR AR R I RN e 2 R B e . hAh, B

W ks H 3H: 2018-10-20; #52 H #H: 2018-12-29

G YR il [ I FL AT 22 75 I 1 T P P P R
HEEEEYE. Bl fEEY %SRRI AR 2
BB A AR, BES I 1) 32 /8 3 (receptor like
kinase, RLK). ff/it N % 1k i (receptor-like cyto-
plasmic kinase, RLCK). #2% 5%k B (mitogen-
activated protein kinase, MAPK) UL K 45446 25 14 i
fitf (calcium-dependent protein kinase, CPK). AR ¥ 44
¥ AT SRR S 1 () AN [R) 2 1 R I8 40 9
3FRA, MEEA 2R/ P ARERE . EORAR
TR IR LA S OURE S M W R i (Luan, 2003). EFLFE I+
H, £796% 1) & BB A AE K AR AE 22 Z R 1 75 2 R
BhHE b o Al 22 IR 75 A IR TR i 25 W IR A, 1Y) g 1 Tl
&2 50k, B2 2R/ 757 2 R R A B R 198 X 7% (pho-
sphoprotein phosphatase, PPP)H14:J& & 7 #i ]
T A R (metal-dependent protein phosphatases,
PPM). PPPEE BRI 1 fh A0 0B 455 A 5] (1) 1 45
VKL R Al B A AN F R R e . PPME R
IR 3 22 HPP2C AL R, HAS £ [ HA A& 1t
AR T D RE, AN TR U T g AT U R
(Schweighofer and Meskiene, 2015).
wHRABR S, RRRErk. EELLAE
g M e AL 55 R AL, 25 R &R AR T R
(Bigeard et al., 2014). {51, #4555 H & BERR A A2 1
JERI SR AR, BRSO, T A e
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AL S e AR EAER,; AN, A&
H it e W R AL AB 1 )5 A RE 45 & 2IRS 2€ (1 38 A & 4% T
e BRI, B A 0T BRI AL A 1 75 2452 SRS 40 1 4%,
CAORRE 25 R 2B W 2 R il AT

2 ZEHEERREESHIRBIFEGE

R o 5 L 11 52 A IS S R 52 1 25 2 11 (receptor like
protein, RLP)IHJ I L 7ME 5 I3F R AR NN E 5.

X 8 RLK B RLP 3% Fx 9 485 50 17 3] 52 14 (pattern
recognition receptors, PRRs). #74 fRLK H1 g 7035 .
LY ) 5 R 3 DA B B IO P ) YR 4 R e 2 R
RLPIIA B A i 4 iS5 4438 . RLKECRLP 4 7h sk
FEFAF R T H R EE T ¥ (leucine-rich re-
peat, LRR). Hi& R (lysine motif, LysM). %tdE
P45 # 38 (lectin domain) PA 2 26 % 2 A4 KA 1
(epidermal growth factor, EGF)%#41(Couto and
Zipfel, 2016). H #I CLkiE 2 Fh sz A i Els2 74 2
Z 51 %5 5 UG (Tang et al., 2017).

2.1 LRREZHHEIZHER T REHNE

2.1.1 LRREGHEEXHES HIRBIFEE
LRRZEPRRs = £ iH Il 8 1 8 2 ik 7 410 (K1) . 9,
LRRKZ 1A AFLS2 (FLAGELLIN SENSING 2)#!
EFR (ELONGATION FACTOR-Tu RECEPTOR)%»
59 VR 31 O 48 A 5 D R I B DR SF I 224 SR R Ak
HEALR K AIQ22, LR IEMH R FTu (EF-Tu) N i 1
{57 & IR 7 5lelf18 (Chinchilla et al., 2006; Zipfel
et al., 2006); PEPR1/2 (PEP RECEPTOR)iH /%)
e N 975 SR B 43 9 1) P9 IR AT M R A BK pep (pro-
peptide) (Yamaguchi et al., 2006); 7 /ifi(Solanum
lycopersicum) 1 FLS3 1 ) 4 1 flgl1-28 - 14 528 %) 24 B
K%M M (Hind et al., 2016); /KF&(Oryza sativa)
LRR- 28 52 #4 B i XA21 11 53l 7K A& B 1A B (Xantho-
monas oryzae pv. oryzae, Xoo) ' {#5¥ [ & FARaxX
2 (Pruitt et al., 2015).

L ¥ 7T LRR 2§ % 1 ¥ i SERKs (SOMATIC
EMBRYOGENESIS RECEPTOR KINASEs) /£
FLS2/EFR/PEPRs%:PRRs L% k2 5 4% (5 5 1
WO ANEGE . PRREZZ W E (S 5 /5 5 BAK1/SERK3
(BRI1-ASSOCIATED RECEPTOR KINASE 1)44,

I HL L P e 45 iR A B R A B . 5 R
PRR 5 BAK (1 33 g dsk AH Bl BR A AS 1, 3 I3080
% 15 5 (Gémez-Gomez and Boller, 2000; Yama-
guchi et al., 2010; Yamada et al., 2016b). /KFEH,
OsSERK2IE {2 XA21. XA3LL K OsFLS24 5 1) %
JE N (Chen et al., 2014).

b i i P S 45 4 3, LRR-RLPE LA f5
L 45 & RLKs UG LA F %5 5 . LRRISZ IR FEHG
SOBIR1 (SUPPRESSOR OF BIR1-1 1)45& £ fh
LRR-RLP 1 #% Bjj 18 ) % f¥] 3 & (Gust and Felix,
2014). LFEITRLP23RAIA B . FLTHE LA A 5P B 43 ilh
W3R B0 2 0% 5 5 19 £ Ik 8 B nlp20 (NECROSIS
AND ETHYLENE-INDUCING PEPTIDE 1-LIKE
PROTEINS 20)/5 454 SOBIR1, H{H5BAK1EHE
EROE %15 S (Albert et al., 2015). RLP3045 &
SOBIR1MIBAK1, HAIZEAE R HEEHBAK T
SCFE1 (SCLEROTINIA CULTURE FILTRATE
ELICITOR 1) #3% T~ i% % % Jx . (Zhang et al.,
2013). #Hflith, Cf-4. VelHMEIX1 (ETHYLENE-
INDUCING XYLANASE 1)%RLPs% 4 SOBIRT#i%
H SR %)% %1% (Liebrand et al., 2013). FHii%
A BBFELR (ELICITIN RESPONSE)4: & H i HL 52 14
BAK1/SERKS3, il i iR 7l 2 My & Wk & A
(elicitin proteins)¥iE | ik H ¢ A M 4114 (Du et al.,
2015).

212 GEZHEMEZEHFENEE

B 355 52 VAR AL 52 0 1 195 1 52 1) R 1 SR RN AR 1 R IR
M % (E2). o R, #F§FFLRR-RLK BIR2
(BAK1-INTERACTING RECEPTOR-LIKE KINASE
2)454BAK1, B ik H S5FLS2%PRRs4: 41 S 5 PTI
AR DS E T (Halter et al., 2014), PP2AKE H
R 71 W PRRE G A GE . TTPAMPE 3,
A1, C4LL KB’ n/QI 54 ik IPP2A A i 45 4 BAK1
B 1k FL M B R AL S AR 3R, PP2ALRER &
A I R PR A, 5 SBAKA Bl 9 B2 Ak 4 (Seg-
onzac et al., 2014). L 7 5 I8 2 AL & A
MKKK745&FLS2, ZH#iE&E H 73, MKKK71 2
AL ZTRIR TN A AR B OB MR AL A5 1, RS
B EOE AE 5 DL R g N . MKKKT7 38 i
HILHEFLS2E &k, #MIHIFLS2/ FIROS™ 4
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Figure 1 Recognition of the immune signals by receptor kinases and receptor proteins

(1) In Arabidopsis, LRR-type receptor kinase and receptor protein recognize pathogenic protein or polypeptide; (2) EGF-type
receptor WAK1 recognize oligogalacturonides (OGs); (3) Lectin-type receptor kinase participate in immune signaling recognition;
(4) LysM-type receptor kinase or receptor protein recognize chitin and peptidoglycan (PGN) signal in Arabidopsis and rice.

(Mithoe et al., 2016). tL4, KFEPP2CIE & A kL
XB15 (XA21 BINDING PROTEIN 15)45 & JF =R
HAEHIXA21, FURTEXA1/ S 1 52 80T (Park et
al., 2008).

2.2 LysMFIEGF A Z & H 3t &5 S /IR
R FHE

LysMZE FIEGF 28 PRRs = Z2 i1 71l & & ik K AL & W 1
1, WEHEJLT B (chitin). 41T Jik 5 b (peptidog-
lycan, PGN)FI M AL B AR B 70 WA I i o JL T SE 8% (lipo-
chitooligosaccharides, LCOs)l # 18 7 41 fg B 17 A
) 5 5% 2 FLBE 1% 2 (oligogalacturonides, OGs)%: (/&
1). TR I+ H 3 LysMIESZ /R CERK T (CHITIN
ELICITOR RECEPTOR KINASE 1). LYK4 (LysM-
CONTAINING RECEPTOR-LIKE KINASE 4) i
LYK5 3 [7] 1 4% LT 5 (031 51 B B 9% 45 5 10 800

(Miya et al., 2007; Wan et al., 2012; Cao et al.,
2014); LYK1FILYK3Z 5% A A 45 FIPGNAE 5 1)
Wi, TEAtCERKTAEAE 1) 261 T s PGN S 3 1B
#1455 (Willmann et al., 2011). /KAFLysM3:RLK
OsCERK1 e #h FILysM&S # AN RE 2 45 6 L T iR,
LysM & 57 {4 #& {1 OsCEBIP (CHITIN OLIFOSAC-
CHARIDE ELICITOR BINDING PROTEIN)f 432 1k
SE4 LT IR, BJE 454 OsCERKAEGE JL T i % S 1)
B3 i 2 bz (Kaku et al., 2006; Shinya et al., 2015). 4l
B IFEGF 25 32 1K i Bl WAK1 (WALL-ASSOCIATED
KINASE 1)#% 32 OGsfa ‘5 JF i 5 18 S B (Brutus et
al., 2010). /KFEHIE(E THIEL T H, OsSWAK1 K E
H i B0 T B R AL T 3% K K7 OsRFP1. L4k, 7K
e Fea L A 12 G« WLBRAR 0 B 7K A I R SRR TR P g Ak 34
Y1 0] BLBOE OsWAKT # s oK ¥ 1 R A (Li et al,,
2009).
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2.3 Lectin¥Z{xHlgE SEMFHER N

L5 0 A1 5k B8 3R 5 M IO AN [R], ok B 35 R 2 A U il
(lectin receptor kinase, LecRK)X 7 A3Ffizk7: G
(GNA-related or S-locus)-. C (calcium-dependent)-
PL & L (legume)- 25 (Bouwmeester and Govers,
2009). HHio 4 %€ ML-ZKLecRKE 451, EA
HIDIREREB 70 14 JE AR 0 . BORBZ A Fi R B, L-2K
LecRK) 7z Z 5 Y e 4% . i 5 B 5l PAMPs 75
S lecRK-1.9. LecRK-V.5. LecRK-VI.2V) } LecRK-
IX. 23005 %35, X LecRKs Ih fit Gk 2k 2 B H 6 AR
o3 5 TR H) R, T SRk IS s JER T 4 4 i (Bou-
wmeester et al., 2011; Singh et al., 2012; Wang et
al., 2014b; Luo et al., 2017). LecRK-V.5401%i 5 i
1YL Ja S ALR L FE; lecrk-V. 58 FEAZA NS 125
PR U RS, 0T A MR 5 1R (Pseudomonas
syringae pv. tomato (Pst) DC3000) 1477 P 1 55
(Desclos-Theveniau et al.,, 2012; Wang et al.,
2014). L-Z%LecRK-V.2fLecRK-VII.1454&FLS2, IE
WAL E %1% (Yekondi et al.,, 2018). LecRK-
VI.245 & FLS2, IEMPEPTIMIM N, 2 5% T &%
it B A S B AT 1 (Pectobacterium  carotovorum)fif) i
4 (Singh et al., 2012; Huang et al., 2014). LecRK-
IX.2 43 5 CPKs Jf % 2 1. 1& 1 RBOHD (respiratory
burst oxidase homolog protein D), IEf#KEH+
RBOHD 17K #% B (salicylic acid, SA) & UL KZPTIE
&1 (Luo et al., 2017). Ak, AWFREW, BFETT
Lectin 25 52 14 3% B LORE 2 7! 41 & g £ ¥ (lipopoly-
saccharides, LPSs)H-#ud FiE 4% (5 5 (Ranf et al.,
2015),

24 HMRAREESHEERBTEERRL
&4t

241 RLCKE5%&EESHEE

L J5 P ) 52 A B 45 & RLK/RLP, 3t [ 8 22 48 40 1)
HRKRE WERES U AEDRAEE Y8 S .
R FE, M IFRLCK-VIIX I )PBS1 (AvrPphB
SUSCEPTIBLE 1). BIK1 (BOTRYTIS-INDUCED
KINASE 1). PBL1 (PBS1- LIKE 1). PBL2. PBL27.
PCRKs (PTI COMPROMISED RECEPTOR-LIKE
CYTOPLASMIC KINASE) LA & RLCK-XII 5 & i 57t
BSK1 (BRASSINOSTEROID-SIGNALING KINASE

N5 G 51Ei5(E1). #ilhn, FLS2. EFR.
PEPRs L & CERK1%% £ Fi PRR# U J5 B IR AL AE 11
BIK1, F#(BIK15PRRsE & 473 55 H i3k A\ 4 A Joi 3
i (S 5 (Lu et al., 2010; Yang et al., 2010;
Liu et al., 2013). PCRK1fIPCRK24: & FLS2¥1E
PAMPs 15 5 J& 1 8% BR A 0TS, TU RIS 25 8 1
SARD1 (SYSTEMIC ACQUIRED RESISTANCE
DEFICIENT 1)#1CBP60g (CALMODULIN-BINFING
PROTEIN 60g)i##£i5, fikSAM& Hi(Kong et al.,
2016). /KFERLCK-VIIZ % [ OsRLCK185 Fl OsRL-
CK17645 4 CERKA, fE#PGNANJL T Jof B3 1 Fe g%
&5 (Yamaguchi et al., 2013; Ao et al., 2014). Os-
RLCK1857E 4L g 71 H i) [F] 5 25 | PBL27 # CERK1 %
R Ak 0 e, IR LT R 5 00 95 48 ) M. (Shinya
etal., 2014).

2.4.2 RLCK¥ERYIRIBHBR L&
RLCKZ PRRs U &, — 77 T8 5285 & 1 MM 1) 2
1 (CPKs) e 3 7= A= v P 2 (ROS); 73— J7 T
T FIEMAPKIE 5 205 [ M. (K1 2) . 7 ROS 3 2 i
NADPH % 1L i RBOHD AL L il . H HT C 4l IE 2 Fl
RLCKs1f##RBOHDIE . B, #iflg22i% 5 #i%
(R BIK1— 7 THI i i 2 % A0 12 i RBOHD ) 2 /> 2 5L 1R
AL s RBOHD TG ;55— J7 i B R A HE
GaE HAXLG2 (EXTRA LARGE G-PROTEIN 2)fii#
ROSH ™ (Kadota et al., 2014; Li et al., 2014b;
Liang et al., 2016). GTPi {3t & 1 (RGS1)4E &
FLS245 & HIGHE AAE IR - #iflg22i% 3 S I
BIK1/PBL1 % %/t RGS1 1) S428 #1S431 £ i, 12 i
RGS15FLS2-GiEE HE &7 &, M IE % 4%
=5 105 (Liang et al., 2018). BSK 145 & FLS21H 4%
ROSHIAE . bsk1ik kA, flg2215 T IROS
1BRRINTT, RS S I SAR B2 2 FLAT I B A
RBE T B B M R O B (1 U 1Y 5 (Shi et all.,
2013). TEJCI JE 1= Jei, PBL13id@ it 454 RBOHD
7R 45 A8 P R BUR B S8 R e g2 & 1% (Lin et al.,
2015).

PRRs & & 4552 %% (5 5 5 WiE MAPKYE 5 2%
BB, HZEPRRE &1 5MAPKs Z A5 5 & 1
it ), — B UCREEE G . &k, ARk
B, RLCKs B #i£#PRRsH &1k 5MAPK 4 i .
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ETI0R 5 Camalexin ZJfi&m MBV il BEABENERS  PREEDNEGT
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(1) BREIFH, REZIRIRIE 50T, PP2ASIRTEBAK EUE, [FIEBIK1 1§ 5% EIPP2C38FMCPK28 3L M. (2), (3) )5 b
12 Y:it, LRRZEPRRsIAGIPAMPSs, 454 BAK1 G BB (L0, LysMEZ A BEFCERKI 4 A LYK IR (5 5. (4) WIEMPRRs
TR R A W0 BT N 32 (A8 (BIK 1 FIPBL27 )45 » (5) BIK1 5 CPKs L [FBE R L IHRBOHD, f2iEROSI™4. (6), (7) #WiFIRLCKs
15 5 1538 ZEMAPKIE 5 Bk, T BIMAPKEEBBEGT . #0E FIMAPKBERR (LS A ] B0 T ey, WA RPN Z . (8)
MKP1. MKP2. PTP1LLAAP2C1 5 i BREG i1 IHFEMAPKSs VG 1 . (9) 1 J5 T 43 WA ¥ 25 B 25 T HopF2 FTHop Al #ll I MAPK/E 5 2
BCigAE. (10) PUpiE ASUMM2IE T I NIMPKAXT EEYIMEKK2. CRCK3UA K PAT1IBERAIEM, &I R ET R4 .

Figure 2 Phosphorylation of defense related proteins in plant immune signaling pathway

(1) In Arabidopsis, PP2A negatively regulates the activation of BAK1, meanwhile PP2C38 and CPK28 negatively regulate the
phosphorylation of BIK1 without pathogen infection. (2), (3) LRR-type PRRs combine with BAK1 and LysM-type RLK CERK1
combine with LYKs to activate immune signaling after perception of pathogen attack. (4) Activated PRRs phosphorylate BIK1 or
PBL27. (5) BIK1 and CPKs phosphorylate RBOHD to promote ROS generation. (6), (7) MAPK cascades are activated and then
phosphorylate different substrates to regulate different defense responses. (8) MKP1, MKP2, PTP1 and AP2C1 negatively
regulate the activity of MAPKs. (9) Bacterial pathogens inject effector proteins HopF2 and HopAlI1 to inhibit the activation of
MAPK cascades. (10) Resistance protein SUMM2 activate ETI pathway in time by monitoring the phosphorylation statue of
MEKK2, CRCK3 and PAT1, the substrates of MPK4.

Yamada®¥(2016a)#i&, #lFIFRLCK PBL271E i BN, 45 SWRKYHE R T2 5JARISA
JE | [F) I 45 & CERKA M = R B BEMAPKKKS . PBL27 (145 (Lal et al., 2018).

£ chitin i 5 J5 # CERK1 3%, [ J5 B2 1k 15 i

MAPKKK5HE T #0% FHMAPK S 512, e 2.4.3 RLCKEMRYIEE

T EAT KB, BSK1XMAPKKKS 5528947 42 5 IR 7% RLCKIP 3 PE ARG E 11 52 2] 4% 4% . A PAMP
MBI E HEMAPKKKSAE X m M A S0, EABREEPP2C384: & Jf B LML BT N %
PP, EAZHMAPKKKS N S EIET (Yan et {RBEEEBIKA, 1| H X RBOHD 1) B FR A0 1211 A2 T Ui
al., 2018). It4h, AW RN, BIKI#EFREE G SRR RS . £PAMPIE S5, PP2C38 5FLS2/
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EFR-BIK1E &5 5, M BR0TBIKIE I 4] . Bt
4b, BIK1STPP2C38 25 74 22 & I ik 3k 1) 1 R AL (& 1
fiE33 — % 4> B (Couto et al., 2016). 455 TR &
1 % il CPK 28— J7 1 1 2 14 12 1l U-box 25 FH PUB25/
26, R AR CIEEE M, ki (2 BIK ¥ BE A
%5 — J7 1 CPK28 K. % # % 1t BIK1, 471 i ¥ £ Ff
PAMPs % 3 J5 BIK1 A 5 [ % i 42 . XLG2/XLG3
(Ga)FIAGB1 (GPR)%:GH 11 I j it #1141 PUB25/26 (1)
W PEF2 2 BIK1 (Monaghan et al., 2014; Liang et al.,
2016; Wang et al., 2018a, 2018b).

2.5 ZEHEER SR BRI

H T CARIE 12 5 9% R 1 52 A Bl 5 B2 22 5
B 175 IR IS B ARG . T APk, BoRER 2 1 AR
B, X 52 A R 1D % S IRk 5 P Bl R A AB U R R A
Y e fE T R EEAEH . BN, BAK1£540347
% S IR ke ik () R AL A 1 0T T BAKA 1) T e DA K% f %
F5 MBOEAEE BT, ZA7 8 7E 2 MY SERKs K
Er AR RS . KZ HILRR-RKHAELEYA03 I 251 fr
MTyr-Via, 53X — {7 £ FR A 1 [R5 R 52 i 22 F 52
A PR 0T LA 1R 1 A4S 5 B0 (Macho et al., 2014;
Perraki et al., 2018). EFRA™SHX T 7 50 12 1
G IR T He Tyr-Viafir 55 Y836 MRtk . T 7
s R BT 23 A LA T S TR B IR N O R ) R
HopAO1, W] ks> EF R 8 Ak 410 1 i 5 11 G 728 1l
N (Macho et al., 2014). M IFCERK1RAIJL T R
J&, RIS 5 RO O T I 28 42847 1Y) i 2 R ik
R A BRI B . Chitinfs 5 80% 5, CERK1{E%:
T 1) 22 SR 75 2 R B 1 % R I CIPP1 (CERK1-
INTERACTING PROTEIN PHOSPHATASE 1), %f
Y428 L kA&, <M CERKIN S (s 5,
LRI 1L B il J5 7 4 R 4 % (Liu et all., 2018). BEAL,
BAK 1 i i R 10 15 1 BIK 1 ) B R i 0 TR 42 0 A5
SIS, BIK155150. 243 5 25017 i & BR AL r4 (1)
12 AV AE 1 5 e BIK 7E o 2 1 92 R (1 Th BE(Lin et al.,
2013, 2014).

3 MAPKs#EEY-BEREEZTEZEFH
EEEH

MAPK({E 5 25k HMAPK . MAPKKFIMAPKKK = /™

BRI B LR - MAPKSAS 5 2Bk e 1 9 PR T i,
HOE M X S ThrAl 1A Tyrdk 3, 24 MAPKK#
AL JE 0 - MAPKKTE P34 6155 240> Ser/Thrik 2,
MAPKKK i i3 i R {4 15 i iX 2 /> Ser/Thr bk 5 1 4%
MAPKKH3EE . H AT Y C44HIE 7602 1S-MAP-
KKK. 11/MAPKKLL 5204 > MAPK, A [ MAP-
KKK # 35 1 MAPKK % # A [5] /1) 2 B2 (Meng and
Zhang, 2013).

3.1 MAPKsHIBUE

L I b C R E 27 MAPKs (5 5 03 5PTI% 4%,
43 3] MAPKKK-MKK4/5-MPK3/6 F1MEKK1-MKK 1/
2-MPK4. fxix, A& RTFRHEEI, I+ MAP-
KKK3 1 MAPKKK5 %= /) 7E 4 Flt PRRs [1] '~ i 3 &
MPK3/6, i 2 %F 41 B A 5 B 1 1% T (Bi et al.,
2018). MAPKKKS5XFMPK3/6 LA K T i [ 1 5 I3 1 i
7%, T RLCK VI MAPKKKS5 55 59947 22 & iz 7%
BB A . [FEE, BOE B MPK6 1 B2 4412 1
MAPKKK5 £ 682 #1692 i ] 22 &1 & ik &, 14 54
MAPKKK5 42 (14719 b o E4F, RLCK VIIFIMPK4
% % 16 15 1 MEKKA 55 603 fi7 1 22 % ik bk Jk, 19 58
PAMP% 5 [IMEKK1i& 42 [ 3% (Bi et al., 2018).

i i %l & (Nicotiana  benthamiana) F1 3& jiii I
W5 R, MAPKSIRZEPTIR 4% RIEThEE4h, 2
ETURAE A ol MRS 3 3t 22/ 55 2 R B 1 L
fitfPto-5 T A fB 5 M 1RT 43 WA 1 28R F~ AvrPto/AvrPtoB
A EAE, BOS PR E APERETIR N . it fEd,
MAPKKKa Al MAPKKKE I 1 % Pto- /- & [ ETIi& 12
(del Pozo et al., 2004; Oh and Martin, 2011). 7£E3&
B P B CF-OM % R R B, 1R RUSE T AvrQii
5 M0 & AR MAPK 3 i SIPK (SALICYLIC ACID-
INDUCED PROTEIN KINASE)FIWIPK (WOUND-
INDUCED PROTEIN KINASE), JS#WIPKZE H
1 2 (Romeis et al., 1999; Pedley and Martin, 2005;
Meng and Zhang, 2013). % 1¢ 5 # (tobacco
mosaic virus, TMV)7EHRHFL R 8 B NFAEH T B R
1L SIPKRTWIPK, I3 it WIPK ) mRNA = & DA )% 2
& & (Zhang and Klessig, 1998). 14, AvrRpt25%f
L I MPK3HIMPK6 A Wod 1, 5 B 48 7Y Pst
DC30004HH:, 54 AvrRpt22% 5 & H (i Pst DC3000
XTMPK3HIMPKG 350 fe /11 5% (Eschen-Lippold et
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al., 2016).

3.2 MAPKs#EE{LIZIHTRRMNESRBNE

BOE IMPK3 . MPK4RTMPK6:E i i & A4 45 1 A 17
JEDIA % 2 Rl G g 2 (2) . H T E % 1 i 1
i 2 o MAPK (1) JE ¥ 2 #5 ACS (1-AMINOCYCLOP
ROPANE-1-CARBOXYLIC ACID SYNTHASE). &
J75 N 2% [N - TERF104 (ETHYLENE RESPONSE FA-
CTOR 104).TZF9 (TANDEM ZINC FINGER 9).VIP1
(VIrE1-INTERACTING PROTEIN 1). WRKY33.

ASR3 (ARABIDOPSIS SH4-RELATED 3). MKSH1
(MPK4 SUBSTRATE 1)L/ £ % VQ-motifs i 3¢ &
F, W ERF6. PHOS32 Ll X LIP5 (LYST-INTER-
ACTING PROTEIN 5) (Sheikh et al., 2016).

MAPKs T iR 1015 1 5 Lo WRKY 8 5 5 [ 7, i
PSR EIRFE . M E SIPKFIWIPKIR 51 LB R 1k
IZXWRKY # 3 K 7 WRKYS8, #58% WRKY8 5 W-box
(&5 A F0 R e v 1, HETTEEHMGR2 (3-HYD-
ROXY-3-METHYLGLUTARYL CoA REDUCTASE
)KL, PPAERRIR CEED IR R, AT
#1922 N (Ishihama et al., 2011). UEFTFH, SHHE
WRKY8 [F] Ji [ # 5% [ 7 WRKY33 5 MPK4 L)
MKS1/E4H A% N TE 2 A4, 52 BIflg22 857 9 i B
LB, MPKA B R A4 % 1 MKS 1 3 {2 ff WRKY33-
MKS15MPK44) 5, R {6 FIWRKY 33 J5 45 & 1
Y1t % (camalexin) & BAH 55 K| PAD3JA 5)) 1 X )
W-box, #if PAD3 ] 3 ik I {i& #f camalexin [#) & &
(Andreasson et al., 2005; Qiu et al., 2008; Len-
zoni et al., 2018). WRKY33i£% 5MPK3/61f#% )
camalexinff & Bt 2. K& W 175 T, MPK3/6M R
AR MWRKY33, {23 #H ¢ 2 K i 5% # 4 72 (Mao et
al., 2011; Li et al., 2012). MPK6%; & 3f 1 ik 1k,
ERF104 i % By 18 #H ¢ 2 [X] ) 31X (Bethke et al.,
2009). U Fd I H ASRIAE 35 #1 fil] P - 47 1 4%
PAMP1% S 1 e Wi i . PAMP 4L J5 MPK4 1% iR 14
ASR3H189f 75 2 1K, BEIRILIIASR35DNAL & e
158, I HNHIIg221% 5 1 B AR R ) R IA (LI et
al., 2015).

MAPKSs X} JE ) 1 8 A0 AS 1 5% 1w Tl 40 2 1
fofasEtE. WETFF, MPK3/MPK6:E it i #2 1L 15 1

ACS2/ACS6 % L0 =1 . 1z % g b R 52 G Ak
G5 L5 R A R IR Ak A5 1 1Y) ACSB 119 C A S i 4k [X 3,
FHEACS64 iz A RILPE M . MPK3/MPK6XfACS6
B R B e EC Ry 5l N T fu i far, I ACS6
iz AR, B R AR e T, TR 2 A
R (Joo et al., 2008; Han et al., 2010). MPK3/
MPK6 % 2 1412 1 ERF X % 1% 51 ERF6, 3 5 H 45 5
FasE M, ¥ PDF1.1 (plant defensin 1.1). PDF-
1.2a. PDF1.2bF1 ChiB%5 2 Fft i #I AH ¢ 5 [K {1 3R 1A
(Meng et al., 2013). % FPAMPi% 3 /5, MPK3# 1%
15 IWRKY46/{1S168F1S25017 /4, L iEWRKY46
)% fi# (Sheikh et al., 2016). LIP5Z 595 R 1% S ()
W A B RN 3E i 3z B, MPK3 AT MPKG i 12 1k 1 1fii
LIP5, H5R LIPS & FfesE 1, MM IE % 2 ik
(multivesicular bodies, MVB)i&@ &, 20 G v 24 i
FE A 5% B 7 () E 2 A7 (Wang et al., 2014a). E3iZ &
2 il PUB22 J2 UL B 5% Hh PTIWa JS2 F) 4100 1) P - o
MPK3X PUB22 (1) B Ak A 14 i Bz = Ak, AT
FEPUB22FL R, ] 4% {5 5 0 (Furlan et al.,
2017).

MAPKs & i i B8 {0 A 1 IS ) 85 1 oA T A B 1
)7 £ 52 7 o S BIMPK 33 bZIP 2 3 5 A 1-VIP 1
(Tl R AN A U (12 0 L A2 P i N LA, TS i
A% I X (pathogenesis-related gene, PR gene)ff]
ik (Djamei et al., 2007).

REE [ IS 5 MAPKs X Ji 470 85 1 1 1 i A A& 1 (]
2)o 22 5L T WA SR B 1 T 1 3 A B Y MAPKs
G5 R BT, I HIMAPK s T 4% (1 57 18 J B
(Zhang et al., 2007, 2012; Wang et al., 2010). AR+
PR EFISUMM2 (SUPPRESSOR OF MKK1 MKK2
2)/EMAPKsfE 5 1 F i, WMEMPKAKIPATA
(PROTEIN ASSOCIATED WITH TOPOISOM-
ERASE Il). CRCK3 (CALMODULIN-BINDGIN
RECEPTOR LIKE CYTOPLASMIC KINASE 3)LL K&
MEKK2 1B B A IRFS, AT e R . PRI I
PAT 14 i mRNAIE %2 & (1) 4 oo, 5MPK4ZS
HGIEME G, PAMPHF)E, PAT1#MPKARER{L
HTE 20 s o SR S B R . pat 18R 5 AR
IARF DL AR H T SUMM2 % % H #% (Roux et al.,
2015). CRCK3%u 5 5145 & 1 M 5t N 32 44 B,
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A MPKAFE MPKATERR L& . CRCK3Hk 2K Ik
S mekk1. mkk1/mkk2XU R4 UL & mpk4- SUMM2
PRI G H S . 4, CRCK3FIPAT1 A LS
SUMM2AH E.{F Fl, % W SUMM2 W] i i I % CR-
CK3 1 PAT1 i % IR AL IR A&, M # € MEKK1-
MKK1/MKK2-MPK4 15 5 18 i F1 56 B0, G I 5 3)
%% N2 (Bi and Zhou, 2017; Zhang et al., 2017).

3.3 WBEEIIMAPK{E S &ELHY B

MAPK 135 £ s B2 A 2 5 350 % I LA e B0
IEMAPKIFE M 77 252 B A& 450 H A CARiE 2 5
Tt TR il L) e 92 T A b 7 A MAPKIR I - X 28
T PR = 6045 2 1 B IR B BRI (P TPs )« XUF 7 14
IR (DSPs) LA K PP2C R (I I TR R - (7] ) i IR
il 0T MAPK 1) 2 1 IR A B 1 3 SO R I RS 5 5
. LR T & O S R R B BR B PTP1 (PROTEIN
TYROSINE PHOSPHATASE 1)UL K XU S s %
filf MKP1 (MAP KINASE PHOSPHATASE 1) Al
MKP22: 5 % MPK3/MPK63H P 1% . MKP 1@ i 6t
4% MPK6 i& 12 #l %1 PAMP 3 3% 1 % 7% M &
(Anderson et al., 2011); PTP145 &4 MPK65MKP1,
B 7] 4 1 MPK6 1 42 11 B B8 ) B 3807E - MKP2 5
MPK3/MPK6 4 & Jf H. 7] 7E 44 41 2 i B A0 A2 1 MAK3
FIMPK® (Lee and Ellis, 2007). EH ik %S K
i, MKP247i MPK6 41 3 ¥ i )2 B2 (hypersen-
sitive response, HR), A Ifij % LA ol i DL K ) 75 Ay
J% 9% J& I (Ralstonia solanacearum) /) it 4 (Lumb-
reras et al., 2010). Jt4b, MKP1 35 M 152 ZIMPK6
1. PAMPE S EMKP1E (A GER B, X —
i FE AR # T MPK6 X MKP1 (1) i B2 1k 1& 1fii (Jiang et
al., 2017). L F+PP2CE K H i Ik g (AP2C s £ 1 Tk
W% B ) 38 oL 18 il 45 & 3t 7 (kinase interaction motif,
KIM)-5MAPKAH H.1£ i (Fuchs et al., 2013). AP2C1
B FE ) o % N2 T AR T MAPKAE 5 10, d#k
IEAP2CA P B3 45 175 5 1) 205 7= A DA R ot FEAAE 9%
R KBS BT . AP2C1 I BE SR 2% 18 58 PAMP 5
S IMAPKIE < BF K0 AR 28 DL RS 20 B 1 4700
(Schweighofer et al., 2007; Galletti et al., 2011;
Sidonskaya et al.,, 2016; Shubchynskyy et al.,
2017).

4 HEEMREHEXIEERNTER
ERiL1gih

41 SERENHROEERINARHESEARS
B

LR 7160, 2 NOI 45 #4481 2 11 RINALE i A= 4 47 v I
WRSE, HIAEARUCT N EAmENRHE. —
AEFITN R DL, RINAEE AR = 1 [ 1k
JPE, BB R M = g5, Ay A G
FHEF(Lee et al., 2015). LFEALESE I EAL
AR R R T 2RE, MBOH RS 2R
A 454 (Dyson and Wright, 2005). i 5t % B, RIN4
FZAVrRpt2. AvrRpm1. AvrB. HopF2LlL & AvrPto%
% P JiR TR KON T B B TE TR E N BT B AR, R
RINA 75 1 W - 9% J5 1 2B 9 B AF b B 5 24 A
(Mackey et al., 2002, 2003; Axtell and Staskawicz,
2003; Luo et al., 2009; Wilton et al., 2010).

RINA & AN [F) A7 s 1) B BR AL A2 45 B A AN R 2
ft(Nlhse et al., 2007; Chung et al., 2014). HHI 7
KM, RINAZEATFI 4107 1) 22 % /2 52 flg22 175 5 )5 1
WRER A 1E 1 (1 7T BE 432 55 (NUhse et al., 2004, 2007).
Chung%:(2014) K B, RIN4 1414011 22 AR R FE 1)
T B2 A A i 52 i flg22 15 5 %98 i B AR K I 4 ), 5
FUPFAR TR ROSHR K LA K B AR R ik Fif. 24
RIN4 25 141007 22 5 B2 T AL 9/ Be 4 5 R AL B 1 1R 75
AR, flg22i% FIPTIm RS2 2I#0H] . RINAE 12
166111 75 2 B TR B M IR LB 1, KAE 5 S14147 11
T RRAAS AR S IR F o FU0RE I (0 5 P 288 52 AR
RIPK# R (A& 1HIRINA & I T21. S160F1T1664%
Ao T16647 SR AE N f5, PTU&AR IS 32 2
] o 5 S14147 sSBERR A AR LE, T166/47 s 45 B R 1 &
e REEMDIRe B A AL,

42 EETRBEERQMEBEEEDR RN

6 B A 51 P 2 1 I (CPK) 1 % RBOHD B¢ # 5% [A]
TS . LRIt H 4015341 CPKs (Cheng et
al., 2002; Bigeard et al., 2015), |12 & 5 &M fhia
Wi B ()R 5 . LR FFCPK5. CPKBAICPK113)RElR
IR G5l 25 T 0] 205 & B AC S 2/ACSB I FR B b 2.4
(-G s, AT 5 e %o B A7 7% R 000 T K 55 A1 PRI B0
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P (Gravino et al., 2015). Gao%5(2013)#f 7t &,
B 7T 5 R A RPS2FIRPM1 4 4% 5, CPKsi i
FRAAB I AN [F] (K W 2 5 T 2 22 Rl 0 2 1 Ol 1)
G g5 0T - CPK1/2/4/11 L) J CPKBi IR A 5 15 5 7 1)
NADPH % 1t i & i3k ROS ) 4= 1l ; ¥ i% ) CPK4/
5/6/11 5 5 1o % 2 16 12 1 WRKY %% 5% [K -7 WRKY8/
28/48, R EEHE, S5PURE AN T
993 JEL T O PE, CPKA/2/4/5 ) 45 48 s S 7 v i 2
F& PRI BB AE T fE2 46 (Dubiella et al., 2013; Gao et
al., 2013). It7k, CPK5Z 5 4k M A Hiji 2 I TN2BUE
PIPUIE . LRI LA 2 & 1R T AEEXO70B 1 ik 2k AL
R CPKS S FE WIS, 2 55 E A TN 31 7
P ORI AR, 1 %A CPK5 S UMK T TN2 ) f
OGS LR PR PRI 5E . TN24E & JF HR4 2 CPK5 I
WEE, AT VB 1 BB (Liu et al., 2017).

4.3 EMSETEPNPRIABHELILIENE

ST KR (5 5 i@+, NPR1T (NONEXPRES-
SOR OF PATHOGENESIS-RELAED GENE 1){£4
SR ILHOE TR TR 2 P A G R R IA . HR
Ffe e Y2 202 R R AR AR I, ShaAS Y
e 5 AH O TR P e Sy 0Ty B AT IR W], NPR1
ANRIL B B R A AS M X Hoz A= AR AN R 5200
ST11FIS15AL s B ER AL 2 1 2 ENPR 15 SUMO3 1)
i, MIMIEENPRAFI M. 1TINPR11¥S55H1S59
AL A5 ) B TR A AS 1 U H I NPRA {1 SUMO 2R 2 & Ak,
WEENPR1 2 A 2 2 1 (Spoel et al., 2009; Saleh
et al., 2015). It4h, SnRK (SNF1-RELATED PRO-
TEIN KINASE )it PSK538 i i R (L A& 1HINPR 11 4%
B 3¢ ] 7 WRKY38 Al WRKY62 ] % ik (Xie et al.,
2010).

4.4 FABRBRBAEYRZEESDER

B T WIEMAPKIE VI BRI, 10 2 P 8 O B IR
ZE5EWREEE. TEHMRPME =8 AR T
AvrRPM1#5 3 PP2CK i H i iz g PIA1 (PP2C IN-
DUCED BY AvrRpm1)F R, i# %t AvrRPM1 (1) 5t
M. piat1Bho 5728k, PRSFIPDF1. 25 B fHIAH 5 3
RIS, (HPRTFIPR2[1) %% UL K SAT R,
LT Xt Pst DC3000 (AvrRPM1) (9 H19 1k 18 58
(Widjaja et al., 2010). #\75 3+ IBR5 (INDOLE-3-

BUTYRIC ACID RESPONSE 5)%iht X4 53 MAPK
RAWRE, 5% FHEHSPOORSGT1bE K E &
A, 3% [F 45 & I A4 TIRZEHU% 5 11 CHS3 (CHIL-
LING SENSITIVE 3); IBR5k 2 # il fik i 45 1F T
CHS3& 1 2 (Liu et al., 2015). 14k, IBR5EZ:
L SNC1. RPM1HIRPS4%5 17 3 DK 1 4% ¥ 7 £ )¢
N, MAMPi% S5, #1# 7FCDKC (CYCLIN-DEPEN-
DENT KINASE C)# 1k RNAE & Il C A ¥ (C-
terminal domain, CTD); f#RE§CPL3 (CTD PHO-
SPHATASE-LIKE 3)idiid 2: B R & 1CTD A 21 22
AR, O R RIA (L et al,
2014a). HEYIEE LV % (abscisic acid, ABA) S
PP2CKE A BEIEEEHAIT (highly ABA-induced 1).
HAIRFITHAIEOE 7235, HARS IR B 1 25 B iR A 181
V£ F 2 5 ABAF T IMPK3 FIMPK6 [t 2k 1%, 111 111
Hl1E LR . RO R RN, T AR A T
BoETE FNABAG S, ' FHAIRIA LA, TH R
it B8] 43 W4 1) & B 2% (coronatine, COR)i& id #0 1i -
R FMYC21% S HAIBE R B 20 o W0E IHAIRE R
fif 1t — 25 38 L #  MPK 3 FTMPKG (14 3 P4 £ 1 2 1 32
41t (1) 9% %5 (Mine et al., 2017).

5 RE

IR, WY % R RS T B R (I
MR, 2017; FE#E2E, 2018). Hio, E AL
EMRAE 40 M A5 5 R BT 6, TERE) s i it
RIFEEAEM . ilr, BRI, KAgH 5
DR -7 IPA ) B R A4 A i 1T~ 487 7K 3 1 7 S R0
N, HE— 20 3R B AR B IR kA2 i 1 B X
(Wang et al., 2018a). H#l, C.ikis 2 M AN
22 5% AR, (B B RS 0 FOE A 1R
K2 E . Bk, R R A 9% (1 R 4508 A 15
RN FE o 995 5L TR FRD 2050 V7 10 o 2 B AL P 97 A i
A5 HP ) R B P AN B 1 B R AR D Bk AR
o, 408 E IR TP ) e (E 5 TR OB EE A
T TR A A P 0 I R A7) S 8 W, A e 200 B AU
W R B R P A ) 2R 1 R T 5 e v R IR
KA REOFEE /7. I, AT TR A -9 R AR ) H
VERDFE S 7% B2 A B R AL 1B 1, A Bh TR AR
FUAED) o VR A0 o SO LB, SR i bt
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Research Progress in Protein Phosphorylation in Plant-pathogen
Interactions

Yagiong Liu, Suiwen Hou’

Ministry of Education Key Laboratory of Cell Activities and Stress Adaptations, School of Life Sciences, Lanzhou University,
Lanzhou 730000, China

Abstract Reversible protein phosphorylation is a common mechanism regulating plant signaling pathways. Phos-
phorylation of key components in plant-pathogen interactions affects the activation of defense signaling. Many pathogens
attack the plant immune system and enhance pathogenic toxicity by disturbing the phosphorylation status of defense
regulators. In this review, we summarize the phosphorylation of regulators in plant defense responses and its regulating
effect in plant immunity. Understanding the phosphorylation of key regulators in the plant-pathogen interaction may help to
explore new mechanism of plant immune regulation. This review may provide support and a basis for studying new ap-
proaches of broad-spectrum disease resistance.
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