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SRS AR A ) b RS A BRI A AR e T R
B A E B R o A R R BT 1) H
B IR A P aa XAl Az 7= AR (Fedoroff et
al, 2010) . HE ) GnAe] S sz e i BR 5 30 & — AR AR
PEREE 2R R T340 B AR DT M X Al 2B 7= Fi
IR TR E L B e 2, O IRt E Y /5 20
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BETEE . TRWa s AR G 2 4k, g
FECAALE RS R B R A A 2 55
5 R ZFL ik, — e py 2k B m g phiafs
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B — D EERHE R B BN R R ER
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L5 IF OSCA1 (reduced hyperosmolality —induced
calcium increase 1) B{IA N & — N2 7 W38 1Y B2
(Yuan et al., 2014). WF5% & Rl K &G H (Ae—
quorin ) B HAWES Al A0 & B, = Eh 8 AVE 32
HIZ E 0 DL AR E R A ABA Ab P S 3L
TP ARNE ST A PR 8 1 TR BE R I AR T EFAE L oscal
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TR 28 A8 PR TE 1L B BEAN H R BEALHE T 45 55 1 R
U8/ (Yuan et al., 2014 ), OSCA 1 KPR 4 fi— b 5 il 12
VAR Svi g A e ol LN KA o (1 N o e e NEEPAL N £ 7 S o
TSRl B R A AR G R A, OSCA 1 % T8 5 W
T FE B AR B ] o FRATANTERE 0SCA 1 WAl s
317 SUEINE {31 L N5 B R WA A 1) )7 QAL ) =T
Ko ST IE RN AR B RE A A AR FH o ZEAER IR R 1R 2L
MR AR 3 , £035 TRP MscS-like . Piezo .DEG/ENaC LA
e K2P B4 & P ( Arnadéttir and Chalfie, 2010; Hedrich,
2012). sh4Y) TRP 3 & AT 8 A0 5383 , nT LU
TR 598 15 R U 35 | B2 19 1525 4k (Amadéttir and Chal—
fie, 2010), Y EEH A h = TRP Ml DEG/ENaC %
ABE AT —A MseS-like 25 FH K% Al—1 Piezo [A) R
A& (Hedrich, 2012), —/UEGIT MscS-like [ MSLS,
SEACMTEBK B B E T AT, PR,
MSL8 ZAILE Wi 75 A 1) Bk A8 4k 19 8% A2 4% (Hamil -
ton et al., 2015 ), YA — KA H R T T
i E (CNGCs ) F i LA B 2R & R 32 R (GLR) K%, nf
AEXT T V8 3 38 25 R LR Ca2 15 5 HAA S B4R ]
(Swarbreck et al., 2013),

T R 3H A IR 4R K AE A W38 R COLDT J2& 55
—ANELERI A B2 2% . COLD1 X Tk Rl b H A
HEHTRE (0~15C) 2T 1 (Ma et al., 2015). COLDI
SR ER RS . COLDL 5P o
SRR S BRAK G AR AN RGAT WA AR VR HEM,
COLD1 BE I 17 #1538 18 8 2 FA Bl J& — A1 BTG 45
i1E(Ma et al., 2015), HHE#AERE COLD1 anfar iz
(S-S ISR BT BE ST o

4 TR B 52 Wi 200 6 RS 15 i R 53— J23 14 Tk 3 1
(Sangwan et al., 2002 ), XFAE L] gkl — L3 5 R
I, 455 3 T 05 o Al 2 3 A A R JS Al o =2 A T
(RLKs)Fr/EA1 . il filrit R # A vE s R R A i A T
S AT REwE 5 A G 0 FA-B TR (Scharf et al.,
2012), SEERITEE AL A4 RO 5 SR T N5
S FAHMBEE AR, FHEIE L R Y ik . I
T H2AZ— K% /MR DA 2 1 ) 0 5 B v ek R a7 1
(Kumar and Wigge, 2010). YE&F Ny, H2A Z- 4%/ MAALL
% DNA F H2A-B/ M3 DNA BEINECE , ThE T
0 H2AZ-H%/MASR RS, ff DNA H45 5,4 Pol 11 % 5%,
AT A2 E ARG 2R 11 (HSPs ) B A IE A ik . X
—ANEE AW R AR TR 2 BIE

2 AR A N A

W VTN OV EN TN TN
us s‘mmﬂ!pm“ genes

(A4 3 R Wt R . ot 51 e L 4 M BB oh e R 8L, 72
AFEAEEABRERRATMRLMAMES, LKL BHRES,
(B) P IR Bt R % A 15 5 4 5 (C) P SR PRt R o 15 5
%, BEETTHNAE,
1 ARERETHENEENESES
Folp 3 BN 25 e R 5 O AR IR BN AR EL A, B
Nl KA AR AR s A L AR5 (5 &g
190 BN [ () S 200 B AN A A . IAERIS b, W B
TR A5 5, AT LATE A A 0 AT ] b 7 g Jn, 2
B A A5 B T BN M 2 2 RS A AR (B o
DNA .RNA B 7K Ak G W sl B 195 ) al DX Ak, AR 2
DF Y DX s, ), 3R Sk S AR R S e A 248 L 2 3
Wb haa S0 N (ER ) N 38 A T & A8
A, B N B EE , B AT B A S — AT
) OIS TEN vy W i = S 1 S TERTE RS 2 3 NS 7 T N U
AACYIBEAA 20 B A% | A MR S5 A AR AT OC , AT AT 4
MLgS = AR I E G, WS S TR AR DGR M Y
FIR B A A T AT B2 AR AR S (I8 1)

3 WM (ER)MHE

AP REEAE Y I ia F8 25 DR 1 S R Sl E
KIrEE AR, XREHE N TR T b R e 132
RE AT IE AR RN i o JE 3T PKR 2L
ER elF2a Jf, PR I0 25 5 80— 2o g i o 1118
PUK S HE5E R AT & 68 V88 ER M2/ (ERAD)
ol P B B A I R s, DA T AL n 28 )
ER b8 & B M A A (Walter and Ron, 2011),
AL BN KR ER INpERS, RIEAFRIT &M
KT SR Z B4, AR AR 3T & 8 R
(UPR). UPR & H ¥ AW 89— SF 09 38 B2 0

.53.
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(Walter and Ron, 2011) . AE¥) 2 EZ0 ER Wi 52
R YA : ER BEAH JCHE SR Fl—1~ RNA BY 2 [H
F(Liu and Howell, 2016)(& 1 B). f£ ER 1, 52 & i
HELEHY bZ1P28 W] REil i 5 4 14525 1 BIP(binding
immunoglobulin protein) HEMEHIHA G S AIHADL ER
a5 o RIS RTS8 e e o f
FUEIE S BIP /B, N fil bZIP28 M5 BIP 45 41K
BRI ) B R FEZ |, 7 R R bZIP28
PR  HZIP28 1) RSB 43 W) S o o B A0 A% L T
JoR3EAH I R Y 28 0 F A ER B F-flir, bZIP28 1
AT DU RE /K AR AR RS ek AE , 55 BIP
DL DNAJ DReIR I 2 PR A B4 45, 3
i 5 BIP 3% (Liu and Howell, 2016) . Eh a4 A2
I 7 G bZIP17, IEAh, —28 ER Bl AR G
NAC % K7 0] L gk ER W38 3035 92 5 UPR (Liu
and Howell, 2016 ), FE¥155 —Fp2ERIA ER i B0 2%
J& IREL, —Fh A BERE B 5 4= shi PR ST I 55 e 7. B8
HEDU A IRET 8 (5T AR B v [R5 2 1 2 RU)
5 RS R B E A IR ER B, BIRIT s
#) IRED 25 FHR AT 8742 bZ1P60 FHABA mRNAs, #%
BYE S [ bZIP60 237 A= —~ bZIP60 A5, M ik A
YHAIAZ IS UPR JEA 1234 (Liu and Howell, 2016) .

C 3 N B IR

IS AR SRS A HE A% 36 AN 22 AR SO & A R Al
Ma2s , SRR A AT B AR 25 2 B PR 3 S ) -4
IRFR A ZKEL AT LA i 35 9] (retrograde ) {7 5-1% 186 21| 41
FIAZ , LA O 0] 248 0 e A 5 b S (R i 3 R — B
PR S Y AR (] 1C) o MR = A
ARE . EMAE . BEA AR EASE ROS
E‘Jjﬁ%%ﬁﬁ(Mignolet—Spmyt et al., 2016), £ FPIREE)
1R R E TR SRl ROS P24, PR 20 ROS 5
RS, 72— RN BR B 557 T -

PAL S AU e — 7 A% L DK Gt ) o T2
R - EXECUTER(EX 1) R EX2 BI~E 2 51015
12 (Wagner et al., 2004). T2 Z A5 -2t
RIRNG TR BURE T flu ZE7ABRTE th R B e i At 72
o AR RS E I R . S A R L
RFRRIZIARAL, T BUE A RURE AR H B2 3R 7 F1 20
MIFETS, i ex ZRAERAIET(Wagner et al., 2004), EX1
FEX2 275 B LS A, DB ATk s 2k
BAG T IL R ML FRT ZEE— 9T B

.54.

SIRAE ST IAHE T EX1 A1 EX2, 0 5 - %
N AR A AL 50 f#A O (Ramel et al., 2012).

fr G AU AR 10 B8 T BT A G L I R
B FE B R (MECPP) &5 5 (3, MECPP & —Ff 28 5
I IR  MECPP AE R —A10 [ (55, P00 gt i 4
B 15T A I B8 W A A L R I 58 (Xiao et al, 2012), 75
— AN I P N AR L I A A R R A%
3 -BERRIRTE 5 -WERREE (PAP) J7E TG &
PAP #& B (Estavillo et al , 2011), SALI/FRY1 &
XU e iR B , v] AT LB A F0 PAP AR fb (5%
A5 AMP) . SALI/FRY1 LI RESR T304 PAP 11
LR PAP i 5°-3 %M R M B ()16 M A B T
B —28 R R N A SR s, e AE BT
F 1 (Estavillo et al., 2011). BR T PAP 1 MEcPP, H:At
I2RARARIE D, A PURki% (Noren et al., 2016)F1 -1 8
N Z AR5 % 77 (Ramel etal., 2012) W85 IA K Al DIAE
R EAES . WSS W52 MECPP PAP . PUt
W 1 DA S A 395 1) 45 5 P I KT AT A

5 SRR ALY R (4 30 125

SMERIRZEMRL, SRR S A YA AT LA™ AR
— L i AR A5 S bR A
Yy R AL ROS FIVF A, Horh—SEnT B4R N
W EE 577 (Ng et al., 2014), ZRi{K DEXH HE RNA
fift e B o 2 ki & PPR (pentatricopeptide repeat protein )
HHIRAZFEROS R, SPUEYIR MR
ABA ()2 J¥ (He et al., 2012), LKA AR 19584
WFECROS FRR, I FRAR I AL ARV 25 [N B 3%
ik, A RARRNHS ERNA FEHUR (Lee et al., 2002).
CHY I ZEN Gt —A~id WAL YR IA B2 57 T 1t (HI-
BYL) S A 7K fife it , o 4 2 1R 53 Ak A A I 107 12 B
ST . CHY 1 S 52 R -5 3 ROS ]
R, BRI F ARSI AL, I R EAR Wy s €4
(Dong et al., 2009). Zk 7 & il ik 420 £k Py i 44 7= 25 11
ROS {55 7] e A 5200 55055 I 75 V2 i I 25

6 A EEMA N

TEREYIA T, WA MRE SR A A R e 22 5K
T SROME R BT S A SR A8 2 41 2 R A HIRZS ik AR
SR AR 2H & 1110 1 ( Tenhaken, 2014 ), 40 0EEE &7 B
TR i ok S A i R TR Tl LA S A 288 5 (o e 2
HL 75K E A DL HAB R F BTOMT Ca> 85 #hl T 5
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Joipan DL R HL A 9 35 T3 3 2 ROS AR 22 LA K 41 it BE (1)
A5 Ak (Tenhaken, 2014 ), ROS (R B 25 [ W FER i A1
I R o 2 B 1 S B S, e 2 BN i
o T3 —TJ7 T, JPR3E AT RGN 5K AR R R SRS 0 1
FEPR ) 3k, DT B 28 41 fif BE (Tenhaken, 2014), %k
[ R RE S B AN MU BE Ca> 0% . FeilT , 20 i BE 3
B A 5 | R A0 -4 B BE AR A (CWD i 1226
LI — {5 53512 (Voxeur and Hofte, 2016; Jendret—
zki et al., 2011), FERFERE, 2 HBE N B0 3 2502
21 it BE 25 A 1 T BEE AR 11 Wsel =3 Mid2 Al Md1 2%
(Jendretzki et al., 2011), {HIXHJERAZ 45 /B AL 2] 20
JHBEARTE o NI A . DROA X S8 (AR A — R
o A TR NI R FR R FE ) O Wi LA My S5 F 3k, 4
I3 B 1 5T AT AT 22 K A2 AR DI RE . ik SBJEAZ R 1
WK SE GDP/GTP 2841 /) GTP #& 4 Rhol 2K
F¥TE C A1 MAPK 22063548 (Jendretzki et al., 2011).
LA () A 0 40 L R Jp 6 JR A7 288 W R E . M
A RLKs A A 5 B/ DI | i S DX T — A i
JOT A ) AR R, e — AT R R A R (1 AR
k.

211 B BE AR A A RS Ml 5 W AR W BT . FE 0L e T
sos6(EREBRRIR 6) AR A=Y A Wil AtCSLDS
(IDIREZEAL , 5 | AL 0 & 2B T i s, 5 S5Oy
i8I B RIS AR RXTB E A AR R
JE: (Zhu et al., 2010), VT, Endler 55 (2015) % 5
LR Z A IR SRR PR SR A, RERS BN A1
S8 A, X AR e R R 4 A9 AE K AR B2 (Endler et
al., 2015) . [Pl 2540 T AL 40 R (%) A= BRANL 248 Ak
P i AR b i fnr gl A B A5 S T A% =, DL
CWI Hy% 1 AT A Rt o2
7 EFHeES

T EEELE R AR Y L FI R, RBR Bk
WA= — A FER R SR E S R EE T EE(E
FE Nat) =B W LA S An S A6 405 55 vk e i3 ( Zhwa,
2002). HEGIEATEFEFY A0 a0 &7 Na*, 1EEERE
Saccharomyces cerevisiae "1, BB R B B 12 7E Na* Jilp
15 5 WISz Rl 57 Hh ikl 5 3 2AE FH (Thewes, 2014 ),
Na*fih 51 # A M BT 4% 5 EF 4545 45548 11 f B I
FEAS IR (CnB )45 4 . Ca®—CnB fil Ca>- 55 EH
TR G R Tl T T 11 TR A TL P L CnA o T TR 5 )
TR Il LR AL B4 % S H - CRZ1 -l H A48 21 41

JHAZ TS ENA T A H () SE D B35 . ENA 1 it
Na*—ATPase, ¥4 749 NaZ% H 40, i 40 ok &5 8 1
SIS A 35 DR 2 AS S e AT A6 1 ol I il 1, D
fHSESJMERREG  (CBL) B4 iz i ke HE S
EF 545 5 55 (Yu et al., 2014) . #8038 F— 1%
FRAE SOS 42 S 8 M BRE A S A (5 5
H1 Na i 32 1 (Zhu, 2002)(F 2), FEX AN @AY EF
5 45 4 B SOS3 B R 38 A 5 0 B B S AR S
SOS3 5 22 A W2/ 75 Z R #5, [ E SOS2 AH T AR HI I
% SOS2. SOS3 FEAEMR A ,S083 155 & R &E
F1 SCaBP8/CBL10 W 2= Zi7E H 354, 5 SOS3 AYTh
AEZL(Quan et al., 2007 ) o P A SOS2 BEFR LIS
JE I Na*/H%%i2 /& SOS1(Zhu, 2002 ).

SOS1 FEAR 3 K2 20 M A T BE 20 440 i v 3258, T
TG %) SOST i Na* HEH 2 38 W b, DL S 3E 38 Nat i
AR BRI TR R s i, i 28 i — s i E
i H-H1(Shi et al., 2002; Zhu et al., 2016), SOSI 7£ Na*
FHE B I 9 A AN TSNS R, I SOST
T e A o0 v B 21 2 40 g Hh e 38 FL T RE v AN BH A .
VTR A S R 2 2P A — A 2L A o 45
o, BELE A SRR AL BB A TR A0 B A S b2
] o 6.2, SOST AT REAH NatMACFT 6 e 2 20 P HE H 3]
I R 200 6 ) S A 2 ) o R 3 — AR AR ) — A T
SOS1 AJ BEA Se A A - P 40 M I 3T 5 40 2 [l kg —A]
HKTI &5 — Bk, E KB Natig fi ik
E FEAVEH (Miser et al., 2002). fEIRIST A HKTI 2
Na* TR, PR IR A 050 T 2 2 40 i Fn kA R
5 1 A 2 1 32 3k (Miser et al., 2002). FEARER,
HKTI v e HIZA B A Na*, BRI ZE 85 7 A Na*
S, TENF R HKTT %% Na* F049) 5z 5 P06 26 0]
HRHB o AR —A> SOS FEF IR 2L, f4E SOS1, & 3%
H I 2 A A Ak R B 3 ) AU (Zhae, 2000) 0 SEFR L
TE 2 H 3 2 2 A AR Xk T URR (1) 2 AR, SOS FEH A
W &P (Zhu., 2000), HKTI R ZARM R 21N 2%
TR e SRR, (R S e F s B/ N2 I 0 A
KAERFREL LY SOS RAZRME HURME (Rus et al.,
2004). SOSI F HKTI F5H0A/E H Wnfar gk ppia 2 18 ria
W i — A EE A B, H A R 2 SoST
HKTI1 &SGR Rty Rl — 4 b 5k . B2 ,S0S1
RIP-E i Nat AR 2 -3z 5, SR M HKTT AU FR il i
e AR L 3K T A B AR T NatK 5 2542 i v ) 8 B ]
REIH T ER o3 ()RR B . e R R30S

.55.
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High Na- Low K* High Mg High pH
ca!A ca“h c“‘h ca?.
S083 SCaBP8 CBL1/9 CBL2/3 SCaBP1

L) | | |

ABIZ —| 5052 —14-3-3 CIPK23 CIPK3/9/23/26 PKS5/24

| | | |

5081 AKT1 Mg transporter?  H'-ATPase

B Na*, 16 K+, i & Mg fog pHOME HY) 41 7= & Jil i Ca® (5 5 , Ca*
{55 23 7% SOS3 (CBL4)/SCaBP8 (CBL10)-S0S2(CIPK24),CBL1/
9-CIPK23,CBL2/3 -CIPK3/9/23/26 VA J SCaBP1 (CBL2)-PKS5/24
(CIPK11/14), 4 B s 5 1t 3£ 8 7 SOS1(Na*/ H*# 4] 235 ) AKT1(K*
i) A B Mg #35 tR DL B H'-ATPase 897 1. 7] B B o % B 77
T SCaBP8 + it & B 1k 7 SOS1 F2 SOS2 # 7% M, ABI2 f1 14-3-3
b SOS2 WA HI1E . 45 k% T 0% , B AR R AT AR

B 2 Ca*-CBL-CIPK N\ SR EH S FiME
AR HRELH ZUA M SOST XFA B F1, R AT LU A%
2 Na' B 5 v, A7 78 I PR 400 i v 8 R 9 2 55 4
MBSV AR A K AT A T, i Na®
AR I e A B R A, R b
EARARFBA T H A Nat, IR A op Na 508 s 4 2]
HEF

JUAS SOS3 KU E54s & T Re st 5 HES A 1928
SOS2 MY & I BE IR 1k . IR X T 545 A 8 (1
FE AR 2 (Du et al., 2011), FEFR RSB A
ZMEF,S082 454 14-3-3 T, LIAffR S0S2 4b Tk
P RZS (Zhou et al., 2014), 14k, SOS2 5 @R 2C
KR IR ABI2 AHEL AR, il SOS2 4b FAk i
ARZS (Ohta et al., 2003 ).

SOS A& AR Y S 1A — N E A YA (RS
42 (Zhu, 2000) . 5545 SOS2 fRFE T —1HK
(YR AR 00, 3 S B 1 DR ) A DXl 5
BHAE & B AR A SNF1 DL R sh ) AMP 340 (Y
BB I CAMPKO AR . ZEHBLRG T, 3 S0 2R 1 i
PR SNF1 A5G (SnRKs). SnRKs 4% 3 MR
i, Hodh 58 % 1(SnRK1s) WA 3 4~ b1, W ik 2
(SnRK2s) 147 10 Bl bt , P48 0% 3(SnRK3s) 17 25
AN 51 (Hrabak et al., 2003), SnRK3s(d 8 FRIE PKSs
8¢ CIPKs) 505 H 04T — B B AR RE A 10 4~2% SOS3
255 11 (SCaBPs, A FRAE CBLs ) Hh g — A~ 24>
WEAHEAEH (Guo et al,2001 ), XA EAE 2 Ak
filE Y N K39 FISL 374 %9 (Guo et al,2001), FISL
FE 7 ol AV X IR A ik 2 S SO I RS RS

.56.

(Guo et al,2001), Kt SCaBP/CBL-PKS/CIPK ()] fiE
AR, Ca>*-S0S3-S0S2 5 TR EAH Y ) 1z
i, 252, CBL-CIPK BB AEA5/E M5 i, Ju
HR A B PR E ARSI YRS NES
S m mEEME 2). B R4en e ol e fi
MBS 55, 5 CBL1 A1 CBLY ##4i% CIPK23, B iR
A I BTG BRI TE AKT1(Xu et al,2006), SCaBP1 1%
PKS5 / CIPK11 L K PKS24/CIPK14, 2k i #8521k -4
B [ H—ATPase 3614 o IXFRHI4E XS T 4008 pH
fE A JHF5 AEH ® % (Fuglsang et al,2007), CBL2 Fl
CBL3 5% 9 CIPK3/9/23/26 M EAEH, &35 i i
Mg i, X v M e i 52 45 322 5 L (Tang
et al,2015), HAL TV A CBL-CIPK 414875 A [ (s
T2 FE A, XA i R A R AR I 7 TR AN At AR A
WiEE HA HEAEH(Yu et al,2014),

8 BEMESH S

FEYIMAP S BE R 3 F G R 3 %, W UL &
R T AR ) MAP R, B, T &F
60 21 MAP =S (MAP3K) .10 /> MAP —BX i 4
(MAP2K)F1 20 4~ MAP 3 (MAPK ) (de Zelicourt et al,
2016). RALIA, TEAHPINIGTAE D FIEEA Y iaE | 4n
TR L RIMAZ G LR E KA GRS
SRR ELE £ MAPKs, 5 & MPK3 .4 #1 6 1P
WG (de Zelicourt et al,2016)., fEAREMWiEE T,
MAPK {55 5 @ AR WF 78 1Y IR R 3 a2 2 1 iy 2
A, LA HEGE MAPK 306 9 MAP3Ks £ MAP2Ks ()%
B, A Qe RO R RN B 1R A B
WA, HENARNEEMY S S SR =5
B M H Il MAPK & 2 25U A 58 B P8 19 1) MAPK
I8 (Hohmann, 2002 ) . i MAPK AYHLTE £ 24K
TR T R A s R AR ARG, MRS
b3 RRE =R

£ T RS B W ] s S SnRK2 FK% R
P . FERIBEIF T, B SnRK2.9 Z AW AT A 10 4~
SnRK2s #RHEHIE 17 A 15 30 , 11 SnRK2.2/3/6/7/8 |4
ABA 375 (Boudsocq et al,2004), R ABA ¥4 1%
SnRK2s [ 43FAILHI 8% B B (2 0L R 30) (1233 hia
el G SnRK2 SR v NG A . L sEib i R W, B
75 030 A TR 32 M85 T SnRK2s, B 26 BT A 10 > SnRK2s
FAADL R T 1 SR AR (AT 98385 W3 15 | A 1) A K 0 il R it
JE&(Fujii et al,2011) ¢ snrk2 54 ARAE Y h KB 5
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Sensors (0SCA17)

Ca™ "> CPKs, CBLs-CIPKs
; |
Ty
SnAK2s RbohD/F
MAPK module I _[ l
MAPBII?J’IS NO «— ABA —PA | H,0,--- Ca*
MKK3 l’ : T
1 ~— PYLs ;
MPK1/2/7/14 ! H T
l II— —__ PP2Cs %‘GHH‘I

TFs TFs <— SnRK2/3/6/7/8 — SLACT

Stress-responsive genes Stomatal closure

Ca™i#38 OSCAl T 5 5B EEF WA %, Wik AW Ca*E 57
fE#07% CPKs #1 CBLs—CIPKs, % 4-# SnRK2s # # 7% , #£ 17 % 3t ABA
AREZ . ABA 454 PYLs, 5 A KAty PP2Cs 4 & 3414 PP2Cs, B &
SnRK2.2/3/6/7/8 % % . W% H9 SnRK2s 1 3 57 & G 4,45 TFs (4 5%
& F),SLAC1 77 RbohD/F # B 11, . RbohD/F 4 J& H202, ¢ J& 3t
GHRI1 5] & Ca®f5 5. Ca®& 5 %% CPKs fn CBLs—CIPKs, [F] 48 5
b2 L E B4 SLACT, BT Ca, ABA 82 475 5 % — (54 NO(—
H A @) PACER IR ER ) DL R L w8k I8 15 5 2 F . NO 474 SnRK2s 7n
PYLs,PA % Rbohs & & /& ¥ . EH 3k T ABA ¥ 7F 89 MAPK
BB, WkR AT, B AR ANE, &R A
E 3 BEMEF ABA BRZHEEHE

RN I 25 R DR ) s, BV R VB a2 VAL ) o i 2 . L
L AR IP3 BB Z B, (HR B &N S0
ROS BRI ASZ RN o X LELE LW, SnRK2 J i 17
T ABA BRI i, TR B2 P R A5 A T ia
(A3 PR SO (BT 3) 0 AR SS ) i B v T T4k B %
Joih i 25 T X T SnRK2 S0 A S AR R Y 12 47
DA% 58 1538 WA 005 9 SnRK2s UK . RN
B8 27 T MR E5 15 5 BASIEIE OSCAT W2
AERB B SR (Yuan et al,2014),SnRK2s _EiFH)
i 16 20 73 v] e 6045 5 1 5 19 25 R 40 CPKs Al
SCaBP /CBL-PKS/CIPKs( %] 3). 7E Physcomitrella patens
H, EAE AR, 2K Raf JEGEXT T2 5 N ABA
ARFRR SnRK2 (34 22 ¢ HE %2 (Saruhashi et al,2015).
PR SR 75 A AR RL Y 2 O LA S X S 2R
fitg Gy B 523 E WA I ABA {55 K2 — D EEH Al
PR

B WA AR A 5 R A& R B 5 B A,
FLAEWENRTR (WAL WLEE B NE2E R g AR,
N—it 3L 2 BENZ 45 (Hou et al, 2016 ) X T il & A i
A R U 4G U A T M N A L — BRI

&I 5515 5 5 FAE 5 IR R R 3 B P AR E

fiie
9 BiKMRAF ST

S A ERER s S by s R 7/ L i WY ) S SR RN I STE ]
FIAZ 0 (Zha ,2002) o 35 25 HAEMRA (S S 0F s il
B — A E R ABA SZARAYSE 5L K ABA B0
SRR RN AR B ARV R A
TS AL START 45493k PYR /PYL/ RCAR(LATF
FRR PYL)ZE (5 5 & ABA (324K (Park et al,2009;
Ma et al,2009). PYL il o S5 /R i (1 KD 254 A-
BA, X4 A 28I PP2Cs Ul ABI1.ABI2 .HAB1 F1 PP2CA
FEERT, PYL 5 ABA (£ F1J7 ] I3 hE 100 4%
I A SR PP2Cs I BN A& ABA IIALAZ (K (Ma et
al,2009). %A ABA ] ,PP2Cs 5 SnRK2 4 /il £ 15
SnRK2.2 .SnRK2.3 I SnRK2.6( X 4 OST1)45 4, it
5 LR TG AL A S A O B I AL T TR RS
(Soon et al,2012), ABA #EA PYL [ s giisK X 3, 175
FHUK KIS TR ARE, FEAIE—A PP2Cs 2564
[fil (Melcher et al,2009). #£ PYL-ABA-PP2C E & Y1
L, PP2C h— >0 2 R 5k B0 A B ABA 455 X B,
¥ ABA BUELEIZXEL, AW PP2C 18 H BERR
T ABA-PYL &2 AR FT 0 #] (Park et al,2009).
ABA-PYL X} PP2Cs I 45 £5 A il 5 34 SnRK2s M
PP2Cs 455 B SR o BEUY SnRK2s 8 3 B
FRAL IS , IR AL 1F 2 T T B R0 2 A (Fujii et al,
2009)([# 3), /N G %1 ROP11 5 ABI AHEAE IR
P ABIL i H RSB PYLO #76 (Li et al,2012), K2,
ABI1 1 H Al PP2Cs £ 97 = B R % 17 3¢ ¥ I 1
RopGEF1, i 41l 57 ABA 75 5 (1) B , AT IE Jl— A~
RopGEF-ROP-PP2C # il 01 B, 76547 Wi i 5544
THERHIR PYL A e S EUY ABA 155 103040 M (Li et
al,2016).

IR IT PYLs G215 AL 0L MIAETE DI RETUAY R R
PYL n] B304 S0 A ALt R e ik B2 PYLS Bl
S0 JE R 3 R AR AR A AR () A= K X ABA
A (Zhao et al., 2014), PYLS J435 I A= 1 )i 7
KT ABA Bl G548, midEh PYLS HAZ/EM
T MYB77,ABA 4+ 51 PYL8 5 MYB77 4 H./E 158
MYB77 4 T i K R D BE R ) 7 5% (Zhao et al.,
2014). [AIHE,PYL6 5 JA N2 ) AR FE S K1~ MYC2
MEAEH, %3 ABA Hl JA 5 &E#% (Aleman et al.,

.57.
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2016). KREZHHAD PY Ls AR SRR I AT 835 1)
ABA A, SHAAR , pyrIpridply2pyl4 VU5 AR bETE
REE AL A K B B X ABA AU (Park et al.,
2009) , pyrlpylIpyl2pridplySpyl8 5 7% PR & B H Fh ¥ 1
B AR LRSS R T ABA B SR I it 52
1 (Gonzalez—Guzman et al., 2012),

ABA 5 ZU 3 1% SnRK2.2.SnRK2.3 FiI SnRK2.6/
OST1, b AEMH 5 H#L 1% SnRK2.7 Fl SnRK2.8 (Boud-
socq et al., 2004 ) WIF ST snrk2.2/3/6 =284 R I HY
TERD T e Wi AR CRFL I IAT L DR 4 55 TG
ABA BABUR(Fujii and Zhu, 2009). 7201 ABA 1Y
RN 2 SnRK2 FARG 1) EAE KW o bZIP FGsE S5
FUn ABI5 1 ABFs (ABA W W ocF&5 A HF) fiesk
SnRK2s ##% {k.( Furihata et al., 2006) . F#0 & A 1240
ML ABA {55 v AEM 5 PYL M ELAE A 2
ZERY I 3 (Rodriguez et al., 2014), Ji & 5
B ES 3838 SLACI & SnRK2 FEY) . SLAC T
R ABA A5 5L IE P LA 2K o 0 2% i
%(Geiger et al., 2009) . FITHEIRALEE A4 2A IR 25 58
THAASHE) SnRK2 IR, 3G — Lo = nf 2%
RIIRE FFAERT ] .miRNA FIYe (557 RNA PHE
FRAH 2 1Y 24K 4 i (Wang et al, 2013), PYL-PP2C-
SnRK2 # .0 ABA [ 5 @B MG W TS — 4 h
MAP3Ks MAP3K17/18 MAP2K MKK3 L. % MAPKs
MPK1/2/7/14 20 /89 MAPK 2856 | 5 %t n] fEWE IR
L ABA IR H (de Zelicourt et al., 2016),

ABA J475 B9 SnRK2s 0] L 5 NADPH %51k
fiti RbohF BIRAL , 76 B /MAZS (B 74 0,7, 0, Ml T K,
H,0,, fE 5553 F I 1 85 AL A AE I ) &5 Ff A-
BA N i (Sirichandra et al., 2009 ). 7EFARGIF pip2;
1 SR ABA 5 S0 T4 ROS 720855, %M
e R H,0, v L i /Kl 3 25 PIP2; 1 #E A 41 g
(Grondin et al., 2015)., MAP i MPK9 1 MPK12 7
PR TL40 M B 25 3@ 38 P45 Th DI RETU AR, nTREAE ROS
i#25 ABA /2L H (Jammes et al., 2009).
— AN ABA 155 F1 ROS A T B4 4 2 R 2 52 1A
M GHRI (Hua et al., 2012)(# 3), GHR1 5
SLAC1 HAEH- 0% SLACL, GHR1 %} ABA HI ROS #477
MSALOCH B CE %, A2, GHR] DIHERE ABI2
40, B A ABI1 B 520 (Hua et al., 2012), H,0, 1
AL LAY 45055 TS0 ABA BN, HL0, 35 46 J5
FHE TR IE T GHR1 1945 (Hua et al., 2012), 55

.58.

55X ABA A FLCH B L E T, ABA AiEiA S 6t

)i CPK5.CPK6 .CPK11.,CPK23 U IRETUA A i
B 6 1 SRR DY 2 AR (AR ) L 5 FA] ( Brandt et al., 2015).
Y5 SnRK2s —Ff, CPKs 1] LAHEAR TLANML ABA 1 i A RL
MR 1 (LG SLACL) BEMR 1L (Geiger et al., 2010;
Brandt et al., 2015). It4h, ABA 5125515 5 ] LLi%
1% CBL1/9-CIPK26 #5353 RbohF 4% 8 I (1) %
1t (Drerup et al., 2013). Bk TS H,0, FIEE{5E 5,
ABA 5| % —% AL & (NO) FBE IR 7 T 0w g e 1 &
Ji (Hou et al., 2016)(E 3), NO FE4FT SnRK2s F{ 1
A 2P e R R L S L RS LAk, 530 SnRK2
1% (Wang et al., 2015). NO 35 PYLs & 11 =
TR A 3k DA R~ e 2 1 4% 5 1) 5 56 I il L AE ( Castillo
et al., 2015). BEZERAIFEALING] PYL WGP ERE 2 T
12 ZAFIER A BHA A S0 PYLs WA B NE IRl i 45
FIPTE RbohD F1 RbohF, 25 ABA 5 %% 5 (Zhang
et al., 2009), % b i ,SLACI .Rbohs L K HiAth ABA
Wi J87 R0 26 F 1 49 4RO — 1~ i PYL-PP2C-SnRK2
B A LK AS (ROS NO . AR AL A He A 25 1 38 il
IR R B 2 i PR 45 (81 3)

10 BFEMREPOGES

VA T 3 A A b 2 i 40 3 A A R AR L PR 856
TR XTAE A 2 ke [ LA RIACTE, s I
A 235 A F 2 (Chinnusamy et al., 2007 ). & 1 4 %
BRI, BRI B = O R 3 W aa () i 22
fET, X — i FERR A Ik o Y il RERGEE 5 | & VF 2 5%
SER PRI f0Fh AP2 FiEEE K F CBFs, MMk
% KA R IR D2 (COR ) JE [ ) 3 35 ( Chinnusamy
et al., 2007). CBF FEH ) FRK HAUFE bHLH 5% A+
ICE1 7N By _L e s 4236l 9 . ICE 1 38 2k SUMO 28
2RI Z Rz Z4b KX BE 5 & A RHARE . i
35 H SUMO E3 #4% SIZ1 Al E3 32 X % $ HOSI
A5 (Chinnusamy et al., 2007)., %85S0 CBF
COR JEH M Feik ez A=Y WS, S5 e e
PR35 ) {5 DU LS Y R AR 7 45 (Noren et al.,
2016).

Ding 5§ (2015) ferdiRif, ¥ oS SnRK2.6/
OST1,SnRK2.6 5 ICEl H 1 If # 2 fb ICE1, 34
CBF-COR FERF3R I8 InvR i (e 52 68 11 o 1ok,
Yo E W% SnRK2.6 $ ] ICE1 1 HOS1 22 [8] 1 AH H.4F
L BHAE ICET R9REfE . ¥ EIHEE S 09 SnRK2 0%
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9 )

CRLKs CPKs CBLs-CIPKs -==-s !
v : i
MEKK1 : Ty
t : 0ST1
MKK2 : 1
: MPK3/4/6 ========~ Ak HOS1
' i v |
teeae- » CAMTAs ICEs

Cold-responsive genes

JR 2 B COLD1 & % FE 4 it , 7= 4 ML Ca®f % . CPKs 71 CBLs—
CIPKs 5 % Ca® {5 5 ¥ 7% MAP #8582, #0E 89 MPKs 1£ TFs 0
CAMTAs #1 ICE1/2 6 BR 1L, 15 4w A E By Rak, it — ks
B LA, 4 4 80F T OST1(SNRK2.6), J& # 4114] HOS1, [ i 5
ERALFE ICEL, #i kR R s, E &k A T r e 0 .

B4 ZIMERZNESES

B i3 2 = 4 H,0, F7 Ca®* M5 § . Ca™f5 & & CPKs #7 CBLs-
CIPKs, J&# 5 B {1k 3f 3% & RbohD, 4t T # 7% 4k A 89 PhohD 7= 4
H,0,, H,0, 3 3% 28 flo BE 57 B 2] 77 — AN AE AT 40 g, 72 3 A A8 48 40l o 7T
f 38 3 RLKs (0 GHRI ¥ & Ca®f3 5. .0, 7 #835%0% 40 f % T oY
Ca®fZ 5,31t PIP KB B N0 9, 48 5 S8 00 Ca 55
Ca®Fn 1,0, 15 5 By A0 B #L3E 7= 4 B 31t 30945 7 ROS %, t 4 21 i
S| AR R T B SR e M SR 4 3R R T Bk R A B9

E

o
B 5 RoEME (S S S

FEAHHE T ABA, 4 HATS 2 ABI1 FUHA PP2Cs 1
JPE . UL, PYL ABA ZKT eI AN S 5B E W
SnRK2 B3 o 5B v MBS SnRK2.6 A A\,
Boudsocq 5F (2004) MIZEH R, Fif 10 MU T
SnRK2s ABASHE V2 WM P40

Teige 55 (2004) BFFE B, ¥ Wy 30 FER ok 36 3%
PRI MAP2K MKK2, Jf-451fil COR KPR ik | oA
YT P AT R AE f1 . MKK2 FEAY MAP3K MEKK1
PN R iEf) MPK4 Fl MPK6, #1545 il b3 410 45 1%

TG o ZABRAAIF I B R sh i A0 SR A R
5 N AR 5 ¥ k38 R T ) COR & KRN MAPKs 43 2%
(Sangwan et al., 2002), ZE3Z{RFEF CRLK1 7] g 12
TAMHAN- SRS E SR MAPK 2U0& 48, XEmT
CRLK1 Z5 & 45 FES & 1, 77 5 MEKK1 AHEAEH , 72
B 4TS MAPK T L7 1 (Yang et al., 2010). Hi L
AT UL,V T 5 RSS2 3K ] R o N 1 A
TE A R AT, T30S 15 PN IR - 8 6 e 7 )
B4R (CPKs AT CRLK1) Al MAPK 2%, 185 COR
FER eIk (] 4), fEAR A M G T Fg
Tk, E— 2 i BE s S A A E A K EAT T2
] EAT5 SnRK2.6 Z [AIZER A FHIE R,

A 5 S HSPs ik, H A5 2 HSP Al {E R 73
FPEAR B L35 5 ASPE RN 25 R P 25 P A7 (Scharf et
al., 2012) . SIHZL Y0 1 7 1~ (HSFs ) ZE B, #4
JifiE R A HSFs M5 HSP70 Fl HSPOO 454 FHm ik
B TR, IR A BB AR IT B IR
A I, HSFs 7] FH 2 38036 #4038 1 2 (Scharf et al.,
2012), PUHA WIS MAPKs F#75 HSP 2 13k
(Sangwan et al., 2002). MAPK B3 vl fig 5 #UbME 15
KBRSl RS A5 5 U AT 6 5 # 5 HSP 3E A
FRIRANM AR FZE (Sangwan et al., 2002), & FIHE)
W55 2 1] 5 A R AE 2 AN BR T B it sh v 0 ek 28 45
55 MAPK #4076 , £ £145 ROS.NO B iR (55 &
T SUMO 2577 2 Ak i F BEHAR R % ( Chinnusamy et al.,
2007; Scharf et al., 2012),

11 ZEMNESH%S

s DA SR FIMLARAR 43 5 | M) R et g o []
B, TR hE A E IE EGER SR A YA s
RGO, SR A BARAY 25 S BUR A R
N, TR LG K , R RGN RARIE Y
(SAA). SAA W KH FSHRIERS, DL (E 5/
ROS 355 MK BEE 4% (Choi et al., 2014; Miller
et al., 2009) . A 175555 F1 ROS 155 7] L4 1000
Tk BERP I B RS 3, LS O S UL B A
(Choi et al., 2014)H1 ROS W2 )i 2h T 4K 8l i 5 't K i
ot B ik R 48 (Miller et al., 2009 ) 43 51 4 W 8%
. F5(55 M ROS 435I A IE A 2 5 g i 20 215 S
¥2(Choi et al., 2014; Miller et al., 2009 ), ROS i sl %
J5i 5 NADPH % 1k [ RbohD 2 5 (Miller et al.,
2009), MiF5 ShEGR T2 548515 5 (10 85 B A0 T 25

.59.
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T TPC1 #9255 (Choi et al., 2014). RbohD 1] LA
AR ) 2K 1 CPKS TR Rk . CPKS AYTTE AT
ROS /5, 3X f2 Z Ge Pk B 18 S 1 T 275 (1) ( Dubiella et
al., 2013), FHULAR HXHE— T . NADPH A AL i/
T ROS A A, fih 2 0 I 5 A 530 o 5 1 B P DO O
2 NADPH AL, MIAE ROS FIES(5-5 2 [1H]
A B — AN RAR 5 IE 53R (& 5) o RbohD JIFp=/
(1) H,0, BT R 1 41 i 5 5 P 7 2 /7K 8 38 (PIP)ifE A
ZH 9 (Grondin et al., 2015 ), T Joi I 4% 18 18 19 3500% 7] fg
5% GHR1 (Hua et al., 2012) 5 RLK XM 25,
ROS J& 75 AE IS o IR A58 38 1 A8 5 o 1A, BT A
THFEESF ROS 82 B S KR HE S E A X,

12 Zhip e

YA S SRR . TRk b ABA
(IR, FEAR KRR BE BT SnRK & 6 5K % o
SnRKs 5 [ R: N L 2040 b s 40 i Bl RS 1 O
A2 %% SNF1 Fil AMPK {156 (Hardie et al., 2016 ). 7EAH
Yy, B A W 3 38 A0 1 A A TR RE 43 BN
WD RRIRAE S . PRI, AL FE Y SNFI/AMPK A5G
(R BB RS AN T I i S 2 PR 2, DT R4 45 o
JELE W36 . SnRK s & SNFI/AMPK B & [RJEY), 25
YR R . T SnRK2s #8258 5E Hha
1 ABA {5 5555, 1M SnRK3s J& B 1 3l 25 - it S
I Sy I /B [ we= e aE =N 1 SIER I B3 1 S 20 LAY o
(o V2 M0 S @A W K0S K05 1 28 I
CPKs, CPKs 4RGSR S SnRKs 1380 ) it dek 25 1
[A]J5 (Hrabak et al., 2003). MAh, F52 FILFRTA ra
WARH K 3 MAPKs, MAPKs J& ) B B 153 5

Abiotic Stress Signaling and Responses in Plants

ZHU Jiankang ' NI Jianping’

A RSY BIO RS o PRSP RREE Iz Al
HIE94S ROS \NO FIE > T IR AR 550 1, (HIX
BEIR AF 5001 )7 A R AR Y b S A AR A
NG

WIS AR A a2 i Bz 47598 2
—EBAEA E PRACERY EAR . i R B LA G A R
FIAb A7 35 A% 7 2k 15 B AT 5w IR Fh T S DR TUAR T 1Y
B B2 AR B AL O e B A PRIE . B, & Fh AT I AR R
0 B M R A B B, B E s T
e A5 U AZ R (18] 1), RAER A 22 Tk
R0 8 ) 0 AR 5 A R S AT RV A, (HIX —
15 Bl T T AR Y S sz A B it .l TR
Yot L& /05 FE R B AR, BRI 15 5
MR, DA K AR B iR 2 (R A BG4
JE N EL [RIA 0 2 B 22 SRR Y ][] 20 W 1o 21>
AeA=iia , LR AEAE YA A: )i {5 5 2 8] i AH B
ORHE, PR B AT IR R iR A My e i Y — HAE
TCI SR 2 AT o SRR H AR IR, A ) 5 B A AL
AR o AR bR MR AT BE LR VR 2 AT 4 A A0 1R
I T S BAE ) HAR 8 o 00 B R L T A ] i
TP, Al USSR AT TR P IX 26 AT 45 2 ) AR g
() I A7 B T IRATRA T B AE I e ok
B

R& W Mike Hasegawa 1+ (JU7 H i £ A0 30 2 +
WHEEN,RHAKRE LR ELEE R RER
EWARIEREATHYERFRAMLEELTEAR
Be 8 B
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Abstrat: As sessile organisms, plants must cope with abiotic stress such as soil salinity, drought, and extreme temperatures. Core

stress—signaling pathways involve protein kinases related to the yeast SNF1 and mammalian AMPK, suggesting that stress signaling in

plants evolved from energy sensing. Stress signaling regulates proteins critical for ion and water transport and for metabolic and gene—

expression reprogramming to bring about ionic and water homeostasis and cellular stability under stress conditions. Understanding

stress signaling and responses will increase our ability to improve stress resistance in crops to achieve agricultural sustainability and

food security for a growing world population.

Key words: abiotic stress; plant; signaling; response
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