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FHEE: A6y =& 9 3 BEMAPKKK. MAPKKA=MAPKZE &, T 4 2 R EL & @ B (MAPK) A F4ME 5 £ 4,
SRR AR A KSR L A I R e . I AR, 22 BREALE G B B (MAPKK) #2 MAPK:E 5%
P RIIRT, EESAKAE IR EXT SR, KREARLELAY, MAPKKEAMY A KL F A hibrn p 542
b RIEEBER, KIIAEYMAPKKA L MBFIE. wie . A KK FIRE. AW EEAWMGrE N EF T
BT T 7R, FRE T RRIAR 7 6, BIE A KRR L.

X 5218 M MAPKK; £ K& F; AEA Y hia; £ b

22 Z4 i 35 0 B U (mitogen-activated pro-
tein kinase, MAPK B, MPK)Z¥ 56 i /& ) V2 £ T
MERE. Y. S R A HoE AR ST 1S
T HRGi(Tenad$2001) . 1ZIEEK MY IR AL T
(Knetsch%5£1996). f i 77 %(Soyano%$2003). &
¥y & B (VoroninZE2004) %5 A B b 2 J¢ S 10 B
(Samuel$2000). AW F1EE Y B 18 (Jonak 55
2004)id FE R R ¥ B OCE EME A . MAPKZ X
{55 B2 18 % tHMAPK I (mitogen-activated
protein kinase kinase kinase, MAPKKKE{MEKK 5§
MAP3K). MAPK# /i (mitogen-activated protein
kinase kinase, MAPKKE{MKK 5{MEK 5k MAP2K)
KMMAPK = 8 WG 2 0 IR AL 35 5
(SchaefferfIWeber 1999). 4 4H i & 1h1 1AL =00
5% {# (pattern recognition receptor, PRRs)/& 37 %] ffil
AR, Bt R AR R IR el S R — R A, kMR AL
A M5 () 52 A S 5T R (receptor-like cytoplas-
mic kinases, RLCKSs), #f IVRLCKsBERR AL 0%
MAPKKK, MK fl4ME 5 1% ik 25 MAPK 4 BRAF
5 IH % (Cui%s2018; LiangfliZhou 2018). 41, 1
BTN AL R 1 R PRR—— L T UK 52 AR i 1
(chitin elicitor receptor kinasel, CERK 1 )F15fi 2 %
HE P 2 AR S (lysine motif receptor kinase 5,
LYKS)JE IV SR AR 5 s LT s &, IBsJLT
RS2 A, MR AGRLCK VI, 3 IS
MAPKKK3/5-MKK4/5-MPK3/6 2% I3 % (Bi%%
2018).

MAPK 2 B8 2% 15 56 4% 07 1 2 MAPKKK,
B RETE HMMAPKK i R 57 [ 22 2 1R/ 75 A IR B
SIT-X, -S/T (S: 28 WK; T: 78 IR; X: AE B R,
3~5: EAEEMREH ) I LR AL, 3 EMAPKK Y]
WO ; MAPKKJE T 0URE S R 88 H Ve, BE R 2
10 B R B ik A D BE R IR b 22/ D IR R« B R )
MAPKH I T-X-Y 57, FF IR 1 75 22 R AN 1 2 IR
BRIE, WIEMAPK (ChangflKarin 2001); MAPKJA]
J& T 2 AR IR AR A, 2 RS Tl R
1) B 5 — 0, WO I 7 A0 AN [ A B R $EAE
F e N R B0 5 58 I e s R, Sl e e R 3R
IRAE A, AT 45 B E 4 AR TR 0 A B
BB B2, ANTITAT A AN [R] 1) T B (Nakagami 5§
2005).

fE[A — R h, MAPKK ) $ R B35 /0T
MAPKKKFIMAPK, W14l I+ (Arabidopsis thali-
ana)f 60 M"MAPKKKs, 20MMAPKs, 10 NMAP-
KKs (Ichimura£2002); /KF&(Oryza sativa)H 741
MAPKKKs, 17M"MAPKs, 8 /"MAPKKs (KumarZs
2008; Rao%5$2010); 75 Ati(Lycopersicon esculentum,
4 Solanum lycopersicum)fg 89 MMAPKKKs, 16
MMAPKs, 57MMAPKKs (Kong%52012; Wu
2014); £ K(Zea mays)f 741> MAPKKKs, 194
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MAPKs, 9PMMAPKKSs (Kong%52013a, b); 54K
1675 5 18 KA (Gossypium raimondii) 5 78/ "MAP-
KKKs, 289"MAPKs, 11'"MAPKKs (Yin%$2013;
Zhang%:2014, 2016). LK<, MAPKZ B R 4t
R ER T BE R ZEFEMAPKK K, —4"MAPKK
Al REZ2 5 Z MNMAPKsZIAE 5 I8 2K, AT A A
R EE, Bl —FIMAPKK AT DL £ Fh I JiF
MAPKKK s, [ GE 9 81 1k 2 A>T i (1
MAPKSs (AndreassonflIEllis 2010). [, MAPKK
YEAIMAPK I [ R 5 ri, 1EA5 5 RHOR. 15
VS DL I A S ORH L P ) 8 2 (8] (145 A% 3
hOREEEEMER. BT, AWM EY
MAPKK &5 5325 gl 254K EE
I A K AR A AR AR W) a8 55 T TRUEAT 25 B R
&, B AMAPKK 1) I g f 3 ML T F e i 2
KT .

1 HEYIMAPKKRYEE . 732K K AREE L

1.1 MAPKKHZE# 593
MAPKK &b T 2 Bk s S e b ], m] LB ER 1 T
WHIMAPK, 88 3 MAPKKK SR 1L [ — A

% /"MAPKs (Rodriguez%32010). X HEMAPKK
T AR 2R S M IERAT A R DI g

MAPKK F i — A TIAOR 5 1 MV 435 44 2
(I~XT), HAIS/T-X, - S/THE T o H AR A B A 5
N- K i HA 15 BEOR 5 IMAPK I 45 & 47 s (docking
domain, D-domain) (Ichimura%$2002). %Ki, ZE#L
HIFAtMKK3 ., AtMKKS8F £ K ZmMAPKK1 1 1)
Fe b LAY A 3 e (KumarZ$2008) . 7EFE A, D-do-
main f [K/R][K/R][K/R]X,[L/UVIX[L//VIX[L//
VI S(K: BEL; R AR X AL IEM; 2~7:
FEMRHMH; L &R, I Aaadi; V: HaER),
R EH 2 /D2 Bl M 2 ZE R PR L T 46, B Je 2~7ME
BRI, B 2 B K -X-Bi 7K 254 (Kumar
%2008). MAPK I 3£ [[ 45 & 47 £ (common
docking site, CD-domain) 1] DA #; BiD-domain 5 H:f
i IMAPK 45 A (Tanoue5:2000) .

YT, RIEEAR RPN REKE
Jr#r, MAPKKGE ¥ #7) NA. B. CHMDIIZA

(Ichimura%52002; Hamel25$2006), 15 3 2> FE 4 1
MAPKK 153 AT T s . H A& TR IF
MAPKK S8 78 57, Bl o, AH T REES
5Pt R, S F SR 55T, e e
A e ()T 52 1 S5 T T, B 2 M AR AR D RE
(Hamel%52006). B H % K F(nuclear
transfer factor 2, NTF2)45#4 (Ichimura%:2002;
HamelZ$2006), NTF2&—Ffh/NEH, /5 Ran-GDP
Az N, Jf 5Ran-GDPHI A FxFGHE & 741 1)
WAL R 1 454 (Quimby%52000), WBZH FI95L S FF At-
MKK3 (Ichimura%$2002). /KFEOsMKK3 (Kumar
££2008). EHRPIMKK3 (Hamel452006)+ 15 B
BANTF245#y18 . CHIDAMAPKKIE R %AH N &
T, R RAEW B I (Ichimurad$2002). &R
(NicoleZ£2006). /KFE(KumarZE2008). 5218 [
F#(Zhang%52016). #ili(WudF2014), 75 F(Wang
20170)E TSR] TIUE. FRDALS, HR3
AHAEVIDRTVITIE 45 F $sk 22 18] 45 2 A — B bR sy S/
T-X, 5 SITHET, 157 H 1) 22 28 IR/ 77 A R Hk B 1)
Tl W2 Ak 2 OIS MAPKK T 0 /% () (Ichimura 5§
2002). H HDA I & A BERR AL B ANE 2E
1.2 MAPKK#) IV 40 A 7€ {3 & Th g

o5 ) 4 i E AL S R 5 T e A D) A
Ko RZEABRM A2 DR, HEhr
ZZ MR . MAPKKAE N B E s 5%
25y, A2 TMAPKZIKAS 5 8 2% 1 v a], 3 e i
IR 5 MAPKKK & MAPKAH B AEH, ik,
MAPKK {41 Jifd 7€ £ 12 7T g B 22 A X R ZMAPK
REIE RS T SRy E 2,

BT H Al A 1RkIE, MAPKKAEH 1) %0
A M DX SRR A o AT, A v ) 2 0 A T 4
¥o B8 T BN A NTF245 Ky 3811 5 A7 T 40 o #%
W, V2 8 A% E NS 5 IK(F 5 NPKKKRK V)
HAth 21 FIMAPKK AR 7 A7 T 4 U #% H (Sanchez-Mir
52012), tnCHLR) R K ARA D18 B 2% 8 H Zm-
MKK47E 40 g #% o il il Bos 8 s B 7 R ¥ Dh g
(Kong%52011); DAL IFAIMKKY (5K &
PSEIFE Y/ SEV PN N ek Das R Y08 2 S S GiR U |
T AtMAPK3/64¢ #5455 [K-FEIN3 (ethylene-insen-
sitive 3)f% 1% )15 5 (Yo0552008) . BN &k = #%
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K1 FEYIMAPKK 72K

Table 1 Classification of MAPKK in some plant species

Wkh 4 g3 R EAH AEAK S5 30k

HUrE 7+ (Arabidopsis thaliana)

IKFE(Oryza sativa)

EK(Zea mays)

= A5
[E5]

518 (AR (Gossypium raimondii)

EBR—M(Populus trichocarpa)

T REFENA R (Brachypodium distachyon)

KE(Glycine max)

& i(Solanum lycopersicum)

%] (Vitis vinifera)

% JN(Cucumis sativus)

HA (Eucommia ulmoides)

¥ ¥ (Fragaria vesca)

T (Musa nana)

OQOwprp0Q@WP>PO0QO®@WP>»P0O0®@P>P00@WP>00@P>P0Q0@WP>PO0Q0OFP>POTOQWPTQOE>PIOE>PIOQOE>OO0D >

MKK1/2/6
MKK3

MKK4/5
MKK7/8/9/10
MKK1/6

MKK3

MKK4/5
MKK10.1/10.2/10.3
MKK1/6
MKK3-1/3-2/3-3
MKK4/5
MKK10-1/10-2
MKK1/2-1/2-2/6
MKK3

MKK4/5
MKK7/9/10-1/10-2
MKK2-1/2-2/6
MKK3

MKK4/5
MKK7/9/10/11-1/11-2
MKK1/6
MKK3-1/3-2/3-3
MKK4/5
MKK10-1/10-2/10-3/10-4/10-5
MKK1/2-1/2-2/6-1/6-2
MKK3-1/3-2
MKK4/5
MKKS8/10
MKK1/3

MKKS

MKK?2

MKK4

MKK?2/3

MKKS5

MKK4

MKK1
MKK?2-1/2-2/6
MKK3

MKK4

MKK9

MKK?2/6

MKK3

MKKS5

MKK9

MKK3

MKKS5

MKK?2
MKK1/4/6/7
MKK6
MKK4/8/9
MKK3/5/10
MKK1/2/7

W

W W W = B e e e = R W= = = R = = = R R R U W R N = WA= R RN W W =N RN —

10

11

12

11

10

Ichimura®$2002

KumarZ£2008

Kong#52013a

ZhangZ2016

NicoleZ52006

Chen%$2012

NeupaneZ£2013

WuZ2014

CakirfllKiligkaya

2015

WangZ£2015

JingZ:2017

Zhou%52017

WangZ:2017b
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FEANLE 5, MAPKK A ] 68 € AL T 40 etz 4, A
[QH B (Nicotiana benthamiana) ' DZH [{)NbMKK 1
(Takahashi%$2007). [t (Gossypium hirsutum)
A4 GhMKK 1 (LuZ52013)F1C4H f)GhMKKS5
(ZhangZ$2012a)%5 .,

S8 LT 40 i 5 I MAPKK [FI A & 15 56 B 2411
DiRE . W I+ AtMKKA7E 40 i J57 7 7] fE 05 At-
MPK6 & % A [ [ Ty g (Rodriguez452010), AtM-
KK65E A7 -2 M 53 H (1) AR il b, $28 i 48 il 1) &
% (Y00%£2008; TakahashiZ$2010), K KZmMKK3
(Zhang%$2012b). i >E(Brassica napus) Bn-
MKK?2/3/4 (Liang%5:2013) [A] i} 477 - 21 fitd J5i A1 2
iz, FELST AT ReAE MG 5 i ALY, TERX
N AT BB S R R 1 R A E A

W82 7R, MAPKKYE RELE 264 R 2 R AR i fir
MG . HATMAPKK % #% i £ 32 245 20 V) 41 i
Hrk &% B (Jaaro%$1997) . {EAEYIH, RKFE(Petrose-
linum crispum) PcMKKSUG LA, T 405, 1~ i
[FIM A PK s U 75 20 g 5 A1 40 B 4% o 5 48 (Lee 55
2004), FKZmMKKI1 32 5E Az T A 5T, K305
) 22 A BR(S)-2 1 TN T3 R (T)-223 5k ik 1 XU 12
AL 55 TEAR R R AR R (D) T 3RAS 1 48 R 2R s 1
ZmMKK 1™, T B AT 58 A7 F- 20 B Joi S ] 7E 40 i o
5O R FEAR TAE F (Cai%2014b) . # R FTAL-
MKK7/97E40 i i% « 2 i Jog FH 4l JisE b 35545 43 A1,
T 24 1% A IR BN aC 1Ak B2 5 W) 5% 457 31 41 ffo 5 I
(Shen%52019). H i HIAT 7L & B, MAPKK I 44

M e b B 2 Ak, b BoR LB R Z HER TR
AL o

2 EYMMAPKKI A K % B HIIEE

MAPKK ] Z S5HEM A KR 1% 77, A4
MRS, BIERE. SILKE . TLEHWRE .
MR 2 5 i R (3R2).

2.1 B3

L R AIMKK 6 A1 ¥ (Nicotiana tabacum)
NtMEK 1 5838 i 1 455 48 B AR 0 % Js 4% i) e Jog >
Z4, P TR S 2 I HIKIA 2 ANP1/3 (MAPKKK)
BOE AtMKK6, 311 5 SAMPK AR IR 1k, f45E
BT LR 43 24 1R 4% (TakahashiE2010) . £E 5
Hh, BK 5 H FAINACK /238 NPK 1T (MAPKKK)#0%
NtMEK 1, B8 J5 B F2/ELNRK1 (MAPK), 1 845 g
5141 %4(Soyano%5:2003) .

22 [RRs A& B

UL FG T+ AtMKK 4/5-MPK 6 ¢ 1 18 2 1 4% W i
1ERHA R R B (ZhangZ2017) . /K FEOsMKK45
e KF AL /DS, HL AT e 5 98 3 25 P9 R O 12 A7 78 R Bk
(Duan%$2013); #— S5 £ B, OsMKKK10-
MKK4-MAPK 62 i i 18 izt {1 1 /)N A g 52 o (1)
YT BE, AT I ) 3 4% 2R KT R K /N N B
(Xu%52018). HARKIKIE ST IR, TAKZmMKKS3
MZmMKK6LE NG B &8 m, e ek
WERa R B 5, MZmMKKI107] e fhF R & BfA
A A (Kong52013a).

2 MAPKKAEMM A KA B R e
Table 2 The role of MAPKK in plant growth and development

L/LLES

MAPKK Y T

S 30k

MR (A. thaliana) AtMKK4/5

WERGACTT ~ UARIE I

AtMKK6 iR 4324
AtMKK?7
AtMKK9 SALKE WA EE
JHHE(N. tabacum) NtMEK1 5T 43 24
NtMEK?2 whKRE
THSE(B. napus) BnMKK1 L=k SN
JKFE(O. sativa) OsMKK4 RN
FK(Z mays) ZmMEK 1 =

TEFEt. RALRE . FESERE. EhEE.

ALK SRR E IS . DIAR R

WangZ£2007; ChoZ2008; MengZ5:2012;
Lampard%$2014; ZhangZ:2017; ZhengZs
2018; HuangZ:2019; Zhu%5:2019
TakahashiZ$2010

Dai%$2006; Lampard%:2014; JiaZ$2016
ZhouZ:2009; Lampard452014
SoyanoZ2003

VoroninZ:2004

YuZ52014

Duan$2013; Xu%$2018
HardinfllWolniak 1998, 2001; Li%$2016
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23 SILLE

fIFFIFYODA (XHYDA, J& FMAPKKK)-
MKK4/5-MPK3/6 24 B A5 5 18 #% 5 <LK & A7 G
(Wang%$2007). fEyodatf. 58348k mkk4/mkk35
AR Bmpk3/mpk6 XU RASAA Y, 40 i 52 7 5 AN
FRor 2L, TR 3R B A& B AL, T BRAL
BAEAE L MmkkdBimkis 558 28 AR Fmpk3 5
mpkGE.RAGE R, WA B E AL EIR, R
MKK4/5fIMPK3/6FfETUR AL . Mz, 7F
MKK4/5id 3k Mk, SR B Z 2], 2 %
A HH HAH HR A B3 B 4 B 2H B (Wang 562007) . 3
4b, AIMKK7/9A T B T fE, H5At-
MKKA4/5[¢1 D& F B A [F)(Lampard%$2014) .
24 TEEMEE

P I+, M) 52 A B B (plant recep-
tor-like protein kinases, RLKs) ER (ERECTA)ZH %>
Y ODA-MKK4/5-MPK3/6 4% B 38 1 7 6 5
Jr 2 B KGR A A R R G B
(Meng%52012). | AtMKK4FIAtMKK 511315 S
A I I AE A REILTE; TAEmpk3TRABEE R,
TP At MPK 613 3k 23 31 48 9§ Jii 7% (Cho 55
2008), MHENtMEK2i# i # 35 p45Ntf4 fISIPK
(MAPKSY{E#EAEHR K &, NIMEK 25375 ) S #4645
K 5 H (VoroningE2004) . 3 JE PR B A id 3%
1A S Bn MK K 12> 5 BT AL I 18] B 5 ZE 35 (Yu &%
2014). ek KB FEH, JER RN G BT AR LR
RACH IR A6k R B RIS N 54 . At-
MKK4/5-MPK3/6-WRKY2/34%% B3 % 3 i 1 45
GPTI (GLUCOSE-6-PHOSPHATE/PHOSPHATE
TRANSLOCATOR DWZRIE, TEAEH) B 72 %
il Jo A B A Y0 & Bi(ZhengF52018).
2.5 UARFZER

L5 TFMKK 7-MPK 6 4% 1 14 47 108 o i R A A=
K Z A R AARPINT _E 11 Ser337 38 2 il IR 1) 2 %,
(Jia%52016). A K208 5 B MG TMK 1/4
(transmembrane kinases 1/4)¥ 75 AtMKK4/5—
MPK3/6Z¢ Bed i, #7557 MIF Y i (Huang%$2019).
AN, Ji % A HAE (HAESA)MHSL2 (HAE-
SA-LIKE2)& M it & IDA (inflorescence deficient in
abscission)fg 5 5, WMIEFMAPKKK-MKK4/5—

MPK3/6 4 ki@ %, MM CWR (CELL WALL
REMODELLING) R 3235, 5 3URI B R, sk
PR 1 5 Zhu%2019)
26 HRZEZE

L 7 AIMKK 9—AtMPK 6 2 I 1% 44 76 1 55
P EEZEN, dERIAAMKKI. At-
MPK6IITL R I+ H LR 52 R T B 12 22 TR ) 5
U 52 AR (Zhou52009) . 3 T-MKK 9%
MPK3/6 W] 755 20 G i) 4552, MKK9-MPK 64K
PO B R R 2 RS HAE R T LR A b
(R Th RS ¢ (XudE2008). i ik 3 B AR AL,
AP, £ K ZmMEK 0] RE@IE K R IR 2R
% S M Fr3Z 2 (HardinflWolniak 1998, 2001; Li%
2016).
2.7 JHHEAMb A BT IZREE

FUEETF AMKK 7 1T DL 4% 26 K R Bl Mz 4,
o B 3R IA T BUHE bR LR R AL 1 R B (Dai %
2006); JH1ZEBnMKK 11 3L DR SRR Y 4% /N (Yu s
2014). AtMKK7-MPK 625 I i@ 1% 7] 1 4% 4 2% 4>
Koo R RGP R E 22 4K T AIMKK 7-MPK3
SIS 4 A (Jia%82016).

3 HEYIMAPKKS 53FE YR8 NG M

Y E S 2l — RIS AR
S & e = s A N I S C R Vs NP CANEZ 3
24k (Tuteja 2007). MAPKZLIK 52 Gt A2 HE ) Wi B AE
Yy S AE AW W8 g5 H WL AE S IE B 2 — (Col-
combetAHirt 2008), MAPKK{E Ay H: 85 B 1l 348 47,
Izz5 B WomilmE . PSR e
Wi W (3 o
3.1 #pe

5L F5 I [ AtMEK K 1-MKK2-MPK4/6 4% B: 38
PR BERS B SR, AT A SR IE i s, AR
IRAMEKK 253 51 21524 48 i 7 180 0 7 30k TR g 2
LAk (Teige$2004) . W iR, it ERIEBAM-
KK9'5 S0 %5 5 1 6 vy 5 fURK, 1 Jd i e A\
T-DNAfFAMKK 9535 4L G 7 7= A 1 #h A U
T, IR T A AR RD22FIRD29FE R 3k,
R W AtMKK 95 47 £ [ 38 Wi B (Alzwiy MMorris
2007; Xu%$2008). 57— KRG AMEKK -
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Table 3 The role of MAPKK in plant abiotic stress responses
LR RS MAPKK A ol g 87 24 7Y S50k
LB IF (4. thaliana) AtMKK 1 FE. UV-B MatsuokaZ£2002; MengesZ#2008; XingZ52008
AtMKK2 . K. UV-B Teige%52004; Menges%5:2008
AtMKK3 T8 Li%$2017
AtMKK4 e WG, UV-B. ik, Bk MengesZ52008; Kim%52011; YeZ52015; Li%2018;
SamakovliZ52020
AtMKKS5 Pl RAE N3 MilesZ$2009; Ye252015; Li%%2018; Samakovli%#2020
AtMKK9 . UV-B. ﬁ?’é\ ’:f\ AlzwiyFIMorris 2007; MengesZ£2008; XuZ52008;
Lei%52014; Luo%$2017
IKFE(O. sativa) OsMKK1 e FR. PRIE Wen4%2002; Kumar252008
OsMKK4 he RIR. e Kumar242008; Rao%52011
OsMKK6 h KR Kumar252008; Xie%:2012
OsMKK10.2 TR iR Kumar252008; Ma%2017
TK(Z mays) ZmMKK 1 e TR RE Cai%2014a, b
ZmMKK4 h KR KongZ52011
[l R (G. hirsutum) GhMKK1/5 . TR Zhang%52012a; Lu2013
GhMKK3 T8 WangZ:2016
FEH0(S. ycopersicum) SIMKK 1/3/4 TR, &R WuZE2014
SIMKK2/5 e TR mim
HALETE (M. sativa) SIMKK B} WET Kiegerl452000; Jonak%52004
(B, napus) BnMKK 1 T5 Yu52014
HMIFC (L. chinense) LcMKK HTE WuZE2015
#i(C. album) CaMKK1 HTE WangZ52017a
IR LA FE(S. brachiata) SbMKK e KR Agarwal%52010
ZABEINEEL(B. distachyon) BdMKK6.2 TR K. =R Sun%2016
PFELRE(F vesca) FVvMKK1/3 e =i Zhou%$2017
FVMKKS5 %
FvMKK6/7 bt

MKKA4-MPK3th 2 540 5 77 2R e i 87, $00pg it
B RIKAMKKAJE 8 AH K HE RINCED3FIRD29AFR
1K I, TRAR IR Z AN R0 R T (Kim&52011)

JE 400 T T e B R 7R R B, oK ZmMKK 1 i
ABAK S 1) 77 AR SALIG L, 75 FABAKKE 1
oy 3L )9 5 R RAB I SFIRD 29AFR 12, A3 R0 b it =
(13 1 48 (reactive oxygen species, ROS), 1 i1 &h iy
1B T 32 P (CaidE2014a); ZmMKKA4IH 15 FRROS
KIS ZE e, 3G90k 6 B i 52 P (Kong 55
2011). fEMHE it R IXFE(Chenopodium album)
CaMKK 1745 %5 BRROS H- b 8 oA m 37 35 [R] (Ve
DREB2. NtDREB3. NtDREB4)I3¢ik, okt tk
Xt £ B 38 F i 52 1 (WangZ52017a) . 7K Fg(Kumar
22008). [l kR (Lu%2013), 961 75 (Medicago

sativa, KiegerlZ£2000). ZFni(WuZE2014), B &%

(Zhou%$2017). ¥4 (Lycium chinense, Wu%
2015). AR Eh M (Salicornia brachiata, Agarwal

S52010) 5 W PhAS [F] 2 B MK K FE DR 35 R Y 34
TR £ i 38 R A AR ] 3 (Kiegerl562000) . AT
AAR R BARIE, GnAE L Aol Rk i A GhMKK S
B[R AT DL A ROS AH 56 5 R AT 40 i 6 T b i 2 [
(UINtRbohARINtCDM)ZRIEHE N, 5 EH,0,H
R DLk Bt ) Vi (hypersensitive response, HR)
HIARBRAET, FRAR 1 B R W38 i 52 14 (Zhang
52012a).
3.2 TEimE
UG I ABA MR 1 AIMKK 1-MPK 62 Ik 22 4t
U A A B CAT LG P LA EROS /K F,
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T3 B R ALMKK 19375 S BUR PR T 52
18 RIS N (Xing552008) . [F] A 2 ABA K
[ AIMAPKK 3 AIMAPKKK 1 87 B 44 1803 J5 8
SR ADL B TR T S (Li%52017) . OsMPKK10.23#
B AL BOEMPK 3/ S ABA(S Tl B, Al m
IKFEXT T2 18 1 i 52 P (Ma%$2017) . Fifi HbA
it B8R IE GhMKK 3 LA 5 AL RN SAR B A K )
77 A E 1 (Wang252016) . £ K ZmMKK 1
(Cai%52014a). FEHIHEGRMKKT (Lu%2013). Hiid
LcMKK (Wug2015). 22CaMKK1 (WangZ52017a).
JKFEGOsMKK 1 (KumarZ5:2008) . & HSIMAPKK]I
2. 3. 4. 5 (WufF2014) 3 e AR i 2+ 5 b i
At B FKILMEBAMKK ] (YuZ:2014). [ Hifg
GhMKKS5 (Zhang%52012a) 1 — 45 § 52 BAMKKG6.2
(Sun52016) U 5 BURE R I 2K, B0 7% 1 5
Joih 3 )RR A

3.3 thimimE e

AtMEKK 1-MKK2-MPK4/6 2 I3 2% A g
B ARG, AR AN AR R e . i B R IE A M-
KK21( 40\ B I P T€ 14 B R 38 0, T AMEKK2RAZ AR
()0 FEVE PG (Teige252004) . 1 & F ik £ K Zm-
MKK47] DL i b i AH G KL K A¢CBF 1
AtCBF2, AtCBF3W 355, 1454 ik IR 40L g 7 I
I BT 2 P (Kong252011) . K ZmMKK 138 1 14
I R AN ATV R S B B SRROSHTE FR g
DA S b filp 2 e 7 56 BRI (R 3R IA, AT 52 o5 A ik A
OR8] AR I 3 PR T 52 14 (Cai%52014b) . KA
ROS % 5 (1) OsMKK 6-MPK 3/6 2% I 38 15 184 7 7 7K
T TR ¥4 1 (Xie2%2012); OSMEK 1 (Wen%2002).
OsMKK4. OsMKK6HMOsMKK10.2% 5 7 /KFEH
A i (Kumar&s2008) . KR e il 7 S Bk EE A
FESOMAPKK (Agarwal“52010)F1 — A5 i B BAM-
KK6.2 (SunZ2016)f) ik,

ERAC S, T MSIMAPKKL, 2. 3. 4. 5
(WuZ$2014), —FE4 5 BIMKKG.2 (Sun%5:2016)
FEF B/ FVMAPKK] . 3. 6. 7 (ZhouZ52017) %
KPR E R G . W I 2 B E i, HSP9O
(heat shock protein 90) 5 YODAA H.AFEH, W& ~
i AtMKK4/5-MPK3/6 2% I id %, 18 i i fL Kk
B I E Y A (SamakovliZF2020) .

3.4 HitdeEpmE

MAPKKLZ 5455 EL&JE. KIMLUV).
EFREEN L. 4547 B AR ZE (5 A A
KW KERMBZ) S AR RO a e,
R A TGS, BEE ™ IR A P 4 23 I 3
JE A 3 N (Savatin52014) . $05 7F AtMKK 1 #5457
PGS J5, AT RSB T EIEMAPK I TEY 3 /%,
FEBA IR A I 2R AN I S R ke i oK 1 15 AtMPPK 4 [1)3%
P (Matsuokaz$2002), AtMKK4/5-MPK3/62J 1 iHE
4 S 5% S, ACS (ACC SYNTHASE)R:R 3%
IR, TR T CIE A& U(Li%E2018).

SR BT R A KR E BT,
E 3 2 4% 5 2 dn f 5244 (Schiitzendiibel fPolle
2002). TE IR BT B ia R, A E 7E SIMKK
e SV BOE T IRSIMKANSAMK 3635, S [m] i 87 55
T4 (Jonak%52004) . i &1 FlriE 15 F /KRG OsM-
KK4AEWFIE A 3R (Rao%52011).

ML T2 B UV-Ba s, B by #EH s
SR B AMKK9 . AtMKK4 . AtMKKI1FIAMKK2
Wk b iH ik (Menges®52008) . [EIKAMKK 5335
2 PHIS RAE S 11 5 %18 ZMPK3/6, S8
TrHH,O, 1R 8 K n B AR ) BB 1 R (Miles 55
2009).

KRG LI & 35 R, B Y TR
R Eh211R 2D . AtMKK9-MPK3/6 2 1k i i
LT WRKY 75, W0 R £ IR SO DG 3k A (1)
KiIK, B HIHEE =R, (L3RR R £
MRS (Lei®52014) . KA TS FAIMKKIR 1L, 4
JS TR B (T MUKCK 9 P 38 5 21 2 W AU 6 38 TR ) 2%
ik, ARk T BRI (Luo%52017). BT, AtM-
KK4/5-MPK3/6 % I B A0S, (e M & itk
Rl ACS2/61 %% 5%, MY 58 & K AEY) & R, T &
I 2 B4k i N K2 [RIFRO2 (FERRIC-CHELATE RE-
DUCTASE OXIDASE 2)FIIRTI (Fe’* TRANSPORT-
ER 15045 Bt 4 7 11 (Ye552015)

4 EYMMAPKKS 55 ¥ 80

i 2 A A= P 38, R YT MAPK 2 16¢ 38 % B
FERIXT AR . FE g R TR RV
AR EEAE I (RA).
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41 HESHEERE

HAl, M T & & R E LT 5 (leu-
cine-rich-repeat, LRR)SZ RIS EEFLS211] FiF, A H
T =N B PIMAPK 25 3 3% A MEKK 1 -
MKK4/5-MPK3/6-WRKY22/29, fef%iHid (e 3t 1
9 A2 DR] ) 2 325 T 05 40 T RV B 1 P 970 78 (A s
§£2002); AtMKKI##CA K 1 f1g22 (HEEHEH
flagellin N & 53 (11224 2 FE R 2 IK) W0 5 fEAt-
MPKABERRAL, M7 SO P 1 R R 3R I,
FE T 7B 5 M 7 25 4t B0 AL M (Pseudomonas syrin-
gae pv. tomato DC3000, Pst DC3000) ) B 1 /& 1%
#H FAE ] (Mészaros252006) . i F ik AMKK 3 H
A {ig 3t Z N FEAH 5 (pathogenesis-related, PR)%E
(RI435, JF 1Y 52 LR I+ X Pst DC3000 (41
(D6czi%2007), AtMKK71E R F b i) S A7 %
KA 5 PREEDR IS, LIS SR R0 58T AR
il T (Pseudomonas syringae pv. maculicola ES4326,

Psm ES4326)14i P£(Zhang52007).

A PAH L NDMEKK 172 18 4 . 2 AH 5 I 40 i 4t
TR R 1, o SRIAZ R R T 80 A 0 e 4 i
RAE, MRS T, CESENDMKKI7E4HIFE T
WA RAE ;T UTERNOMKK 1) 2= 555 5%
B 390 JE A 7R B} B AR i R (Pseudomonas cicho-
rif) {1470 1% (Takahashi%$2007) . /K fEOsMPKK10.2
IS B BIEMPK 6/ F ISAE 515 5, i
v 21 A A2 2 TS [ JER O 2 B N T 2% B AR
Fh(Xanthomonase oryzae pv. oryzicola, Xoc)|Pitk
(MaZ52017). VTER T HHSIMKK2MISIMKK4)S, k55
A v A R DR AR R Ak, AT PR AR O K B A
(Botrytis cinerea) 19t H(Li%52014); | SIMKK?2
FIE T EA A R b AR [ S5 o B e
B BB 15095 20 B (Xanthomonas campestris
pv. vesicatoria)] )4 B 50 5 2 2 14 1 (Melech-Bon-
filfllSessa 2011); | & 5. M 1% (Pseudomonas sy-

#4 MAPKKTERL A4y 3e v 32 e (7 F
Table 4 The role of MAPKK in plant biotic stress responses

IS ERAL| MAPKK % i A ZH R

S AtMKK1 T A A O AL Mészaros52006
AtMKK2 THEBAREREMBOR LM S KR Brader%2007
AtMKK3 T B R A SO A Déczi%2007
AtMKK4/5 TEEA S Asaif52002
AtMKK7 R N ] ZhangZ2007
NbMKK 1 VR B B B Takahashi%$2007
GhMKXK 1 B () Lu%$2013
GhMKKS5 H Zhang%52012a
OsMKK10.2 kB Ma%52017
SIMKK2 BRI Melech-Bonfilf1Sessa 2011
SIMKK4 TR B WuZE2014
ZmMKK 1 IR Cai%%2014b

BB AtMKK2 LA AR T TR (UK Brader%2007
AtMKK4/5 KA AsaiZE2002
GhMKK2 KANFEAL Gao%52011
GhMKK5 SRR (HUK) Zhang%:2012a
SIMKK2/4 R LiZ2014
ZmMKK 1 VR (603 Cai%§2014b

P i NtMEK1/2 S T s Jin%62003; LiuZ$2004
NbMEK1. NbMKK LA X 7 5 YR RE(PVX-PVY) AguilarZ2017
NbMEK2 JHEAEI 5 25 (TMV) DengZ42016

RS A AtMKK3 IR K S6zen%2020
NaMEK 1, NaMEK2, NaMKXKI, PPN Heinrich%52011, 2012

NaSIPKK. NaNPK2
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ringae) Wb ¥ J5, SIMKK 4122315 /K1 5.2 F i (Wu
£52014) . Fifi AR AR SR F-OMAPKK B A HH %
(R FH, a2t J5 DR AR 2 v o 2k ol R GRMKK T
A1 PR [R] 1) 22 1K B ARG, LR 5 At 996 [ S5 9 At Rk
5 /R IKH (Ralstonia solanacearum)| W15 4 5 INER
J&(Lu%2013); 1 B Bl A GRMEKK 2 J5 R AR X K
N % 8 B (Verticillium dahliae) il & 2 AT 2
IR 7 A 2 R A (GaodF2011)

MAPKEKR AN [F] F00 8 AT AN [F RN . At-
MEKK2%% 15 1 U F+X) Pst DC3000AIHIE
[ S5 R 55 B4 S R 83 99 B (Erwiinia carotovora subsp.
carotovora) |, (HIG I T X 300 2= ZL AR BE A
i B (Alternaria brassicicola)F1HUE 4 (Braderss:
2007). Fli KR GRMKK S7E ) 55 v i B 3 ik il i 17
S PRIa. PR2. PR4. PRSHFINPRIZ:HUIREN
FIk, INTTTHE S 5 Flm P, (EEE 7
HH BT R I [ Ry R 1299 T8 (Phytophthora par-
asitica var. nicotianae)|f) BB (ZhangZ5:2012a).
[FRE, BRIk £ K ZmMKK LB TS 7 S99 A 56 ik
fRIRIK, Femr 1 RERT 75 Ak O 52 8, B3
T K EE I B 1 USSP (Cai%i2014b)
42 RERE

252 B E AL 5 5 (Tobacco mosaic virus,
TMV) {24 )5, MHENPK1 (MAPKKK) ¥ % Nt-
MEKIFINQK1 (MAPKKS), B Ji5 #i% i FiENTF6
FINRK1 (MAPKs)i#t— 0% FAH I R IE; 7
—I&F P NIMEK 275 WIPK (wounding-induced
protein kinase)FISIPK (salicylic acid-induced protein
kinase), {21 AH 5% 2 R 38 T AR TMV 1) 42 35
(Jin%2003; Liu%2004), NtMEK2-SIPK/WIPK %
I A% W] e L R T M) SR RHMGR (3-HY-
DROXY-3-METHYLGLUTARYL COA REDUCTASE)
KR W) & BB PAL (L-PHENYLALANINE
AMMONIA LYASE) /™ 15 41 35 PA] (¥ 2 38 SR AR A7
FE12 FEMI(YangZ52001). HHENbMEK2—-SIPK 2% 1F:
i B A5 S R A R 75 5 U RBOHB  (respiratory
burst oxidase homolog B)K #i 148 AL 13 &z, M T34
SRFE IR TMV [ 4701 (Deng252016) . NbMEK 1411
NOMKK 1% 544 X3 £ (Potato virus X, PVX)5Y
TR EE(PVY) Wir IR 1 51 S 1 8 4 28 0 50 4 P o

TR A EFTER, WM HRPUN 55K 4 (Aguilarss
2017).
43 ERMEHREE

N =R W N A R C TR VAt )
MAPK 2 il g e B e v R AR 2 . — %2
AT T 2K F] 2 (jasmonic acid, JA)FJAtMKK4/5—
MPK3/6 4% i % 18 15 245 107 25 (Li%52018); 73—
SR MHT T TAI AIMAP3K 14-MKK3-MPK 1/2/7/14
Rk RS, AT R A g A0 5 ] fd R ke
VICERTA R, TA K H %2 A COI1 (CORONA-
TINE INSENSITIVE )% iZd i, nf il K
ik (Spodoptera littoralis) i) £ (S6zen%:2020) .

Wik - JR B (Nicotiana attenuata) NaMEK1 |
NaMEK2. NaMKK1. NaSIPKKfINaNPK2
(MAPKKSs)TE By ff il B R Mk (Manduca sexta) b i fF
F, iX5A-MAPKKs#R 58 i 5 itk 2 141 B i) 5510 1 7K
S, T A B R R B E  . H NaMEK2
BUESIPK MIWIPK, A RTAJHE i &R A&
F, 57 AR £ 1 F e A ke B B4 A NaSIPKKAA
NaMEK 1 fe e EJAfFH & ; NaMKK 1 HINaNPK2 1]
Be il — ST - SIPK FTWIPK (MAPKs) LL M JA(E
5 [T ) Sk R AR £ M B e A A 14 42 5 (Hein-
rich%:2011, 2012).

5 RE

A — 4, —ANMAPKK A 84 2 N MAP-
KKKs#HUE, 1] 50E 2 NMAPKs, MR IEA
6] ¥ Zh & (Rodriguez252010), 1H H A 3¢ T [7 — 4
MAPKK Qi 45 2 Fig 2 L mAiE % . H
ATEMAPKK PN TEZHA. B. C. D (Ichimura
2:2002) 1, DALFFBA KIS 75 BB RR b A7 A
RSP S/T-X, -S/T, Rt, 56 F DA In T i iz 1k
BOEHIALE] T E . WA B, [Fl—/4"MAPKK
FEAN [ (6 2E ) A0 A A= 9 38 ] B R 45 AN [R] 1 2
BE: T AN A28 IMAPK KA 1F [ 115 1 7] G 11
) T VE L, O R 7 A 1 S DR AR [ 9 45 2
] F) 26 B AT 7R R NI 9T« MAPKK () 3740 it 5 o7
5 IhRE PR35, MAPKK A A5 5% FI A4S [7 4 14 il ik
A E AL U, R TR YIMAPKK E A 81K,
P AR EHT . R H a5t Y MAPKK 2.4 ¢
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Z AT AW TS AL, B2 B A7 AE AN /D i A5 A 2 1 1)
8, PR HEATS 5 R MAPKK (4 £ F B T J& BE IR A
WAL, T 76 A IMAPK U AE 5145 .
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Progress in regulation of mitogen-activated protein kinase kinase
(MAPKK) in plant development and stress tolerance
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Xinjiang University, Urumqi 830046, China

Abstract: The plant mitogen-activated protein kinase (MAPK) cascades are composed of three protein kinases
(MAPKKK, MAPKK and MAPK), which can quickly magnify the extracellular stimulation and convert it as
intracellular response. In this relationship, mitogen-activated protein kinase kinase (MAPKK) is the intermedi-
ate link of MAPK cascades, which is vital in signal amplification and transmission. A large number of reports
have shown that MAPKK plays a crucial role in plant growth and development, as well as response to the biotic
and abiotic stresses. In this paper, the plant MAPKK is reviewed and discussed in the structural characteristics,
cell localization, regulation of growth and development, response to biotic and abiotic stresses, and the ideas for
the further study is prospected, which is expected to provide reference for related research.
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