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THE, B&E, 2RK
ST A2 2 2 S L 2 0 515 T 5 S 59T 1 0 RO 56 2 T S, IF 4 475004

BWE  KNEHTUEYETEA(ROS)EALEE HEAE 520 7 IIEH - Ok LA -FROSIK) ™ A T-45 %€ 8, 1L+ NADPH
AL 7Y RBOH L AF BRI S, JF CUESE 2 AW S AR AP0 s N . HAIHCR IS IR IR (ABA) . /KIIR(SA). &4
Moy AR KA R, A ROSHIN SRR TALiEsh . AL (35 ML 40 M ) 2 i P L sl
ROSZ LXK Sbiff#id fE. fr AN ML 4745 2 JZ O ROS = K HAR RO Y, HTAaALIE PEP UM ROSHUR A 11 (U1 45 1 ¥
Wi R R 1) 320 T AR 3 ROS A 5 0 5T SLIZ 5 . ROSH & 7B i 15 I IESR B oK . R D41 Tl E ROSE Y
RORME 5@, CHCATFRAEYIROSIE 5 i 2 B RIFEIA R 4.
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T ] 2 B b e 2Ok 148 J IR i) <ALl
G AEH COE NI IFIdE . 2K AE K sk 5
St A F COL R W ST 2 18] (1 ~F- 47 38 15 3 ik <L P41
OO PREE AR AL (R BN T S B AL IS 8)) SO R 1L
2 Jo ) % 1 3 75 (Blatt, 2000). L 22 Bhl AR
U, Weie . S aE DL I B AR . AL
VR A A FEAR I RSB NS 5
A7 B 24 1R 5 e M Sk T 22 e Ak S S Rl A
SALTFHIES) .

%4 (reactive oxygen species, ROS)/ =4+
I3 T AN TE 4238 B BCIR) FLTE SR AR 2 SN 5 )
AT, BFEEE H HIEEO,). AEMEA(H0,).
LR AA (O M [ H1E(-OH)Z . H0 i1 T8l FasE
DRI 52 B V2 BT AE RSN, SR BEROSX AR
A HAE AT R AE - . AR, H AT A AR 11
ROSH 1 B W58 A5 AE 5 1 3 2 Fh A B2
SN o B L AE AT 2 A 2 R 40 P 5 ROS
W5 E AT T )2 W5 (Apel and Hirt, 2004). £&
W An M A5 BT 22 B 38 25 77 AR ROS, AR AR )
WEE. TR o AR, ISR R R
B A P45 & B {5 5 (Desikan et al., 2005a). {4 1
A v] 38 I ROS & AR A0 38 5 % Rl Ah SRS 5,
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I LA AL X T3 1 B 87 v e A Ay 7 o 1 AL A
Ak, DRI 3 T 40 8 e ok F 5 R 4 s 5 A 3R
Zi(Schroeder et al., 2001). A< ALK T £ 140 =
" ROSIH 2 Flig 12 K 75 7 AL T 1 A TR BE 33

1 SAFMEHNE

AT A 4 AL T B 0 40 P 2 BT AT e i
WT ) 7 o AL P AR A3 ek 7 T 4 s R 4
FUGAR LI R DAl Mz T, SALSRITF; £
PUig R R, AL . X R SLIT S shiE
VAT BB AR TN PRSI B8 R A T S B . T b
Ji T4 (HT-ATPase) # Wi I 6 K H A, i8 i
ANBAL S ML BRAL, T BEER B AL, I I P
K (K i) RS, RIS N AR L4, 53K
LR TG0 M 257~ B 39 0 B e Tt v, SALIFIG. SAL
KM, JEH-ATPase G P2 4ME], (B4l i
Ca” Wk JE T, FEURM 24k, CIilit 18 % (S) 5k
PRI (R) BH 9738 M, T 2 A A ] B 30 1 K,
WA ) 4 KT (K ou), FBKTAMA, AR 140
iR R, SALEH .. Ca® iz 5 FLEEh i s,
A 5 Wi 7% 1% (abscisic acid, ABA)i% S 1)< FL %M



id 72 (Blatt, 2000; Schroeder et al., 2001; Dasz-
kowska-Golec and Szarejko, 2013).

2 ERMERYRIE

LA A0 L I R AR o R R A 22 43 A2 m] B A2 ROS,
LRI GRAA . SRR S AL PG4 55 (Neill et al.,
2002; Desikan et al., 2005a). F& T ixFh i & A=
A FIROSHN, 4 ids ml 3 Ik A e 1 T 34 420 44 4 7= 2
ROS, AR &4k Sl . o, X1 Re4% 7 2E
ROSINADPHZ%E L (NOX) C 5 BORE N HIWFGE . $
T (Arabidopsis thaliana)f 10"NOXE: A, HT-X
L LR 50 L S WINOXHE K gpo1P "™ [l U, il iy %4
“h AtrbohA-J (L FE 0L R 7 IR AR A [RIUE D)) o TX e
R B A H S 2RIk KR (Torres et al.,
1998; Kwak et al., 2003; Sagi and Fluhr, 2006). X
10 3L B, AtrbohD Al AtrbohF7E {4 T4 Jitd o 54,
IFAEABATE 31K T AL G Hh i FE 2EAE H (Kwak et al.,
2003). Kellers:(1998)HafF5i3 #, AtrbohF L Jit i 45
£ro Torres%(1998) & LT ¥ Atrboh 5 [X 7 51 # 5
A TN 52 A7 45 R 3. LI 9 Ak 3% B AtrbohD
AtrbohFZ: 5 F #5105 [ . (Torres et al., 2002).

BENOXAb, Ik, s um. IR
A4 Tl L B e A6 A0 T A T A Sk A 420 40 i T RO'S Sk U
(del Rio et al., 2002; Mittler, 2002; Desikan et al.,
2005a). S EAIMGAAAE T 40 ke rh, IF 2 5ok
(salicylic acid, SA) % T 1< FL < 4] (Mori et al.,
2001), H. 769 i B % 1 i S ROS# ™ 4 (Bolwell
etal., 2002). SR 1M, A ACIBE 1) AT 2 5 e
(Bolwell et al., 2002). BB 5L A7 7L T 1L L)
BEAR P, FEAEAL = A O AR AL B VEL NS | 4 Y B NE
ALK SR (del Rio et al., 2002).

O D4t S - 2 AR A R 2 BT 5 ALz sh D)
REr S il B 2, O/ 140 fa 544 AL ROS KT 1%,
LIS BT BAT R ket o S P4 i i SRR AT L,
TR Bt SRR TN, JF H2RBEAR 25 . R P40
i i S AR TR B8 H AT A R S A H 1913, H
B AR T 40 PR 1 4 25 2 2t HUARE X T ik oA 4 i
R RMN1%—4%. £V AR, A D40 n-2¢
EAEAE R R SCIR IR o AR T AR D40 i R 2K SCOE R
KA Rubiscoti PEMAG . 2% 58 2 £1 1 41 ALk ¥y

T LS RS 401

Zx 3 & MIRubiscolf 1, T D4l HuCO, [ 5E fit )1 K
2 FUAT - 1A 41 M0 11 2%—4% . 7 5 PR 25 (Nicotiana
tabacum)ii/>Rubisco 7 & I MfDE & /E R DS
Rl HEDE NIRRT HEOCR . Rif, R
LR NS S NANNIE &= VN % Ty sl N ED e 7
R AL fE g ik i A 41 B 1180% . X718 T 3 8 1) e fig
B2 BRI A Ky r= KR IROSH A T vl Rtk o A
SR T4l i i S A AN B ik e i, T FL T BRAE A PR
S IE JRE 5 (R B2 AR AR, AR A7) B8 L b Y 34
B4k (Wang and Song, 2008).

3 BI&ZROS=4 By5M R HIE

WG FER, HOp BBt & — N2 a5, A
A IS D S A B gl A2 A A (1 A R o HL O 71 4 i
W2 BRI R L (55 17 S L 2 S DR S A5 7 T
i FEAE ] (Cheng and Song, 2006). K& HIHF5T
R, Z R EE RS 5 RROSH R, AT
W ALROS & Th i 1E b 4 M 52 A=) 5 R A e da
F1R7~ 77 (Mittler, 2002) .

3.1 ROSIES5HEMEE

McAinsh%i(1996) LA f; # (Commelina communis)
MR, RIMROSH LA A LG, HHl <Lk
P, I HX— 45 M5 h Ca® i ([Ca® ey T
A 5% o HrP IR B (FROSHE i Ca® i 42 il il 1y < fLis
31 T A EE T ROS B LA My M 2k, i s
MR, HEAAATHOCH . X R T
Ca™, fHULJE A WL 56 T ROS 5 W i 1 41 H 3 vk
PIHRIE . T HARBI B, 40 ROSHIH B — Bk
VRUENE B E, A 58 AN IR ROS I AE F I H fig
PEIAE— 3 R B LA

PTG, TEBHA FABALE RS fLissh i
HOREAE, D ST OR D40 i b ABATS 5 55
FOR T REBERE. W R4 (2000)4i1E T ABAT] fE
74z . (Vicia faba)fr L4lifiid/=4:H,0,. b5, Pei
45(2000) 1t — A5 1IF 52 Ho O, 3 3o 035 S5 Ji Ca* it 3 4
FABAF T L T ALK . Kwak%5(2003)3F —
SR B, B R IT 1 AtrbohD 1 AtrbohF 7 A4~
NOX4E Il 2 5 ABA S 5 1) AL R M f e R4
atrbohd filatrbohf H 5 A5 A4 1) S FL T [ fEABAKL BE
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B Ry A ) () 22 AN B3, R T, atrbohd/fXU5E A%
RS9 T ABATE S TAL G . iX— 25 AR 7R
T AtrbohDFIAtrbohFZ [ A£ 7E#B 73 DI RETU AR « 55 BT AR
AUFALL, atrbohd/fXURAL/A T ABATE FROS™ AL 1 &
Ap /b i AR i I H,0, 40 B 1Tk & atrbohd XY 5848
WAL . X — &5 AL ABAE 3 FL oG 1 i ik
NOX7™=4:H,0, B #:Hk R K - Zhang®5(2001)r 4 5
R IE S ABA ] R NOX = A Ho0,38E 1 5 5%
FLKHT. R ABA T 11 fL 5% P 4E H £ atrbohd/f
UGEAZ A ) S 1155, E R 58 A 4l B T (Kwak et
al., 2003). AT, HERMNAZIEAFERIE T H e IRAm
H,0,% 5 ABATE S IAFLC I FE . & A XA,
2o AR 140 M IR T 5 AMA A e A A Il
A MH,0, 2 5 ABATE T I AL G FTE AR, it FLAW Ji
AL 4 H O [ i FE A ST T ENOX . ABAALBE
RO A MA R i S A I, 0 I A R O ke 7 AR H L0,
IR M RCa® R T, S AL (AN et al,
2008). S5ROSZ: 5 ABAS 3/ L ¢ [T ik B2 AH 2 4L,
ROS b [A] £ 2 55 ABA I 1) A AL 5K TF I 78, AR
H,O, 4k 2 n] DL ] < L 5K T (Mishra et al., 2006;
Yan et al., 2007), {HS LK S5SFLHRMAZEHA %
ANFE B RE, H OIS ALEK ML B 5TE AN
H o H5H0 K8, FHAb—Fh EZRME S /TR
(NO)TEHHY .25 22 Fh PR 455 sy 22 55 Horh 145 5 0%
1% . Bright45(2006) ik B 7£ ABA 5 5 1) AL oG Ml
NOTEH O R /E H, Jf HABATE FNO™ 4 X
WA T ABABT I Atrboh DAl AtrbohF 7 4 H,0,.

W57, $RE I G i Dal(PLDa) A L
fil = R IR (PA) tH 2 5 ABAE T 10 4% L 41 flBROS
Pk i (Zhang et al., 2009). #Epldal Az {A&H ABA
ANBEHOE FENADPH %L B ™ - ROS, {H % I5EDal
() = ) PAI AT LUIE i 0% pldal 5 42 A NADPH
AL /EROS. fEpldalZ AR fA HH iR & BLABATS T
MINO/= A Z . fEX—(F'5@Ed, PA—JiiY
RbohD N i HAE A8 H 0% 7~ 42 ROS; 75— J7 HIPA
5 ABILEAE, B B4 T 50U i FRAR H PP2C I 12
FERG E, AT S HTABILNT Ho O FINOAS 5 (i il 5
(Zhang et al., 2009).

ZJFi (ethylene) n] id ik 5 ABA B4 i 75 <L IT
JE . A RIE RN, &l 2 R ETRL ¥
AtrbohF (1] A i AtrbohD) 7= 4= H,0, 7 5 5 48 B IF

S fL K ] (Tanaka et al., 2005; Desikan et al.,
2006). M5, HTILE T H0 MIH,S & ik 2k -
KRG E R AE S — D UE I, LIRS IRILR
I R R HLO, & s, IR FEREIRTIAL, )
NOM & i, Jrit— B H FHSER, & FH
ALK HICAF4E, 2010, 2011; 8 B4 2012; F
A, 2012) SRS U], LM T T AL
MR HABAT SRS TRt E MG ST
415y, BRI, S NHERME, SA R el R
I#l(Pallas and Kays, 1982; Beguerisse-Diaz et al.,
2012), A i X A2 fLsk I (Madhavan et al., 1983;
Levitt et al, 1987; Merritt et al., 2001), XL 4k
FI S R 5 g — 2P Hr

b T ABAFI LM v s S AALCHSE, b —FhiZ
S ARG EDE S E KR S A& T
& B 4il i 7= 2k ROS I '3 8 L % Ml (Mori et al.,
2001; Khokon et al., 2011). 5 ABAFE ALK HA
A1), SAE T FLK M H ROSKIE T 41 Jit Bk 45
(1 A AIA g S A g, T A JUBENOX (Mo et al.,
2001). IXHE7N T AEARA HER AN ] 1R S b AN [ 1)
ROSE R 5 I ) ROS, M Al K4 g 9% X 43
TS 22 Rl AN ) SRIR,  3E TH0 0 HEORS 40 110 R85 B .o AR T,
SA T 10/ AL 5 B R R 7 B A Ca® A7 e, A R
Fr i £ i T Ca® K7 T, BABAL SATE B 4L
S 105 534 T BEAEROS ™ AL 1 R i A LA 1%
4r(Mori et al., 2001). HUTHFFTRKINOSE & X Flidt
FW Gy, HAFE &4 R S noal SEAR A ) B 8 A
HISATEF FINO™ 4k J S fLX M (Sun et al., 2010).
[, A RIE TR BENIALFINIA2 1 2 5 SAE S 1INO
e KA AL M (Hao et al., 2010). Xubgh Fg ],
SA I 7 FNOA i B LI o

I A, 3 R SR AR TR (MeJA) B R Fi iR
(jasmonic acid, JA)[FFE T ROSHIA T 11551
LG H](Suhita et al., 2004). S5ABAZEL, JAFRFEA
fit. 175 T atrbohd/f XU 5 A48 14 7 4 ROS PA f A AL K A1,
%7~ T NADPH4E L RBOH [ FE 2 5 T IATE S/
LR . SHUATE, JARRES SRR sRAR
Ajarl-1 /L%, 1Hjarl-158 48 4K &1 A] mg v ABA
I AFLOCH o B0 I A BN 4K R A 1 O
(CDPK)CPK3. CPK4., CPK6. CPK10FICPK11%
5T ABATE FHIAALCHE R, L5 5 41t dE



Ca”™ Wi, pHIEA L. ROS™ /L. W I J 4h i K 3l
TE PR 50 DA R i i I 2 1l i SLAC L0 45 (Zou
etal., 2010; Munemasa et al., 2011). KEFFTEH,
ABAFIIATE 5 53 ALK M A A 5 28 X 3k
5 H 7 H R BLCPK6 2 5 MeJAE T (1 FL I, 1Ml
4R 44 CDPKTEMeJA TS 5 (1AL G I TR BT A i
YEF(Munemasa et al., 2011). iXUbgs LW, L
JAE ABARIE S i@ AR 15 2 A R g3 EAFAEAS XL
=, AR EAC R ALIS B S S 40 B A e
Rtk AT, BATHFURIN, FABAL A
TP A Y A2 A0 T ET A I Me AT 5 1 ALK
Mo 734, ABAS kR RAL Ak aba2-2-t 7] FH I Me JA
TSI, 1 HMeJAT i S ABA S B 1) <
FEINECD3FK A Fiff . X2t BYLLHE /R T MeJAT]
B0 75 5 P9 U ABAZK T It i i 45 L % 14 (Hoss-
ain et al., 2011). {HABAZE 1 A MeJAR) Filifs 5
I T HA T I RALIC IR 5 250 2 (0 - 2%
FPTR, MeJAIJAL ABATE TS S AL G AR B G
RILTFRNII

W EATR, ABA. ZHi. JARISAHRT i InROS
=i AL . A, Hr2m =
—— 421 Ji 43 %4 2% (cytokinin) AT A= K 2% (auxin) il i A
ROS/KF- Mg E S ALTR TPl AS MR AR T o 4 M 7334 35
FAERKBEAMSESMYNEKLKE, 0 HE {24
FLIKIF o Sedlr NATTDR HARE AL IR FF LIt B T
it o LA I 20 I8 2% A8 T S 3 A HL O o A i BELIE IS
FRRILIH, (3 A 400 5 34 25 m] i gl b H
A FLEF I, 3X A i e B A s 4k 8 e AR
ZLKIH,0, 1M 528 (Song et al., 2006). M AMA K I, 4
J 43 24 25 T A HIHO0 5 5 I AR 40 iy — S5Ot 5%
(5 EIEBRF SFLIC ], AR FEMICI/ER . XN
T AN 5 24 3 n{EROST 4 J5 I B HL0, [R5 BR ML,
MmAK 2 HAEAEROSH A 1) il 4/ FH (Song et al.,
2006). f#R[/E, TanakaZs(2006)3H i 40 il 7 54 %
AVER Z I 295 K ANHIABAT S LM B2,
KT HO0 AL N BT 5 AH B AS SOl T I 4 H
BUHEA 7 )5 B2 K ST

3.2 FEXE49Ehi8

M AAC T S A T8 2 B A S 0 R B, el
EAAE . TR UVERSE. S LI K CO KTt 5%

EM LS AL 493

X e 8 25 15 A A AR I ROS K - T v 5 1
#RALZ )

WIHTETR, AL A AE AR e rh 4 T
YEH o FEPLAHECEAE - COM 5 28 R AR K 7
B Z AR FEBNAS P . AL PTG SR I
SKIF, MOESEmE R oeH . EANCME N, WiERILiEs)
1) A5 0 5 TR I R A, ol RS T R R (RN A
7E, AL B R IX BT A PR R ? WO AR
JEI AL sy 2 —, T SR AL T H T -ATPase [ C A
Ui H-ATPase, K304 AL, K 7EfR 4
WA, S FL7KIT(Schroeder et al., 2001). %% S
(1)< AL JT 73 AT 4 ABA D il (Leung and  Giraudat,
1998) . H,0,FINOZ: 5 ABA il i e it 1t (1) FLFF ik
REFE, ATy BE LR W SO 1 T IEH T -ATPase ) 7 1
1k 5 13% (Zhang et al., 2004, 2007). A1, ABAfS 5
AT Y615 5 I AL

5 —HE, UV-BRIFEZ ARG 5y, JFnliE
FSCAE A AR R AR B PR 52 4055 . UV-BAR ST T 5%
W SFLAT A, ARG DR A ALK TR ad A2 DG P B e T-IR T4t
M ARk %5 (Jansen and van der Noort, 2000). 7£
UV-Bif 37z G AAL MR, R I T H0, FINO
5%, BT HOFNO W] LUAHH AR X J5 (& eI e
JAF 5 I RBBOR, W78 T Ha0 MINOAE 5 i AR A7 11
FHAZ X (He et al., 2005). HeZ5(2011)ik— K1,
TP A E AW G O S5 T @A nl R UV-BAR
P FMIH O ARG o [ fERF ST UV-BI 3
[ H0 7 A SR U5 I A B, 3k 4 490 il 0 41 751 v BHL W
UV-Bi% T 1IH,0,7= 4, 1l NADPH 4 4k il 4111 161 751 1

NFEMUV-Bi% - T 1 H,0,7 A o IX 8645 JLR BJUV-BAR
WS CIR A, 3T 208 R o S
PEHEH0,, BRG]

COALAT 4 1R SE M ALL T 436 T~ C O, AIK
WEECOL 7 3 ALK, 1Ml ik B2 COL 5 3 ALK,
LA 1 R IR IE AN 2% (Kolla et al., 2007) . e I
Al IR EhAE b COLAIA ) = iRk S COL 1 3%
FLKRHSE R T, COMPEH HABAZKML, k54l
5 P T BT AtrbohD/F 77 4= () H,0(Kolla et
al., 2007) . fHCO, 53 I ALK HI 35 ABALELE 22 5+,
CO, % T IMH,0, 77 £ 18 HIR AR, IR 3 1< 4L
S HIE RS 35 (Kolla et al., 2007). 4k, 5 ABAARIA,
COL 5T I ALK AL NPT AL IS, (R A7 A
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JRCa” KT LS . X464 S EIAE T HLIAE )
AN TR0 ROS K LR i A5 5 1 52 2 M M 4 1l 2
(Vavasseur and Raghavendra, 2005; Kolla et al.,
2007).

K O5¥5 G vl 3 B A W0 3, I 51k 5 0 Ji s
1R IR EA I R % (Joo et al., 2005). 7E
W R DAl firh, Oz IMROS™ A= fHst T+ 1 £
P It 1] I8 0 Atrboh D Fl Atrboh P45 54 1l 22 410
T (2% 2 40 (Joo et al., 2005), Ogids A i i 4ihIK*
T T8 - EUAL S M T ek 2> COL W Wi (Torsethaugen
etal., 1999). X Oz 1) [J] 5] 1 il i X ROSH U,
PRI, O AL T T80 AR 40 ol R B2 AL F- 2 38 ik ROS A=
SmEAE ] (Vahisalu et al., 2008). #ITHF5E &,
O5if5 T T+ ALK LB ROS ™ 42, HAR XS
Sk R I SLACL Y OSTL B # H A 3 4 OS T 1%
%4k (Vahisalu et al., 2010).

I 175 3 (1 AL G P o A 5 BEHL0, 1 2 5
H,0, 155 5 19 FL 5% I 5 ABAT 3 1AL G AT 1 40
FHAFAEVF Z AR, O UH-ATPase ki% . i
JRpHAE T = FIK 4 4% (Desikan et al., 2004). T
HoO 15 2 ABATE T AL G I R {5 5 i/,
NOX )i il 771 — F 2% % fill (dephenylene iodonium,
DPI). i 2 fb 2 LA A HT AL 1 N- £ - 2F e 2 12
(N-acetyl cysteine, NAC)Xn] il i 3 1 H,0,7"
AR ALICIH o IX IR T ABAFIIRG 75 3 (1 A FL G I )
BEAEH 01X A1 fl_EAFEAS 538 X 3L % (Desikan et
al., 2004).

3.3 HRH

) 5L 39 25 9 Dt o B R 1 I 7 AR PR SR R AR
R e 5 B NI — B VR o A R e AR
AHRAE A B, AR N AR T 2 T R S R HE
NYo b S AT e B 45 5 DR 338 1 1 | i
I 75 A5 S SR 4 M 4 1 R BT S J TE
PoraE, ML S AN ) AR A s e T 2
AR ROS o FEMH 52 R A0 R I — P EL B UK
+ Bt & 1 (cryptogein) H = AL IROS, kUi T
P 140 I v A 1 I G 55 22 i fid K (I ROS 7= A2 ok
JET RAMA o 3E— 25 F FIROS 7 4 [ B 40 41 750 (T 5T
T, Bt 5 S A MROS SRR T 3 22 S AL,
Jg M 35 5 7 A IR RO S USR5 T3 4 Ak 1y gl Jiz 464

fiig(Alllan and Fluhr, 1997). IG5 i Box, M5
BY-241 i NOXHH 4 Jiiz S A4 g 73 ) 2 b5 K b A 13 A
J&% M 3 IROS ™ 4 (Kadota et al., 2004; An et al.,
2008).

& SR 2\ R W ST R AL A 0 i TR AR e 4
PET AR o 1A U A 6 I M 2 38 1 B, 4
UL R I 52 B 4 B A TR 7 S e, AL 23
Sl (Melotto et al., 2006). MelottoZs(2006)iL 44
FLEFKH HABABE R LK, A NABAR] MfE 54l
7> OSTIHNINO W Z: 5 Jst i 2 G 5 5 1) UL T8 %
WIS R o BT R LR RREOR T T S R I+ IR 1
4 /EROSHINO, JFfifi i il i Ca” ¥k % i 5 FL
KMl 1z R ROSKIE Tk A AW, i o s
NADPH% 1L (Khokon et al., 2010a). {HiA 1iF
SHAALK M T 5 OSTI4EABA Nl fs S 410
KA Ryl — 5T

FLYE19994F, Lee(1999)7E W41 H Lb i) - KL 14
HAEP A A UE Y] T HOoAE Ho b AR, Al AT ] 1 7
Jifi(Lycopersicon esculentum)F1HS B & & B, 4
0 B B 1) — Tl 5 A 7 40 55 2R - LR 1 12 (oligogala-
cturonic acid, OGA)FIEL & 41 f i ¥y — M4 4 JL T it
ﬂi%@%ﬂéﬂiE@FéEHzOz#%Pﬂ’ﬁ?L(Lee et al.,
1999). & T % FASLKHS, OGAILH#MHI<FLIF
e WS, AN A S B TR I I nT
RAFFIAASLRM o 1X— 5B 7R T H0 00 Tk
THFIAALCH DT (HBIR 2, IXLERFY
IS T B A0 P RE 20 4y LT ORI AR 40 40 P R 21
5> OGART AL FE WA, T B A i FT AL B2
LI IR B SR o BT R IL T BT 5 4R T B A
1 Jz atrbohd Flatrbohf5& A8 & O T 41 il /= 4 ROS & <,
FLOGH . BRI, TS DB R ) AT BRI L T RS
MIROS = A= Je AL HAE M, REIL T i 21
ROS;™ A= R T 1k A Pl 1 A 2 FUIENADPHA AL
fif(Khokon et al., 2010b). XJ#itZ(Pisum sativum)
IS s, HABARIJAEHIZEEL, LT kS
K5 FLICHI R, NOS. TFROSHI R /e, I HIR
fECa® i 5 Hix— it fE. £WLT F L ABARIIA
TE5 3 A AL R L 245 5 7 1842 (Srivastava et
al., 2009). ¥t—AHF R, JLT Bk T <LK M
IR O] 4 MAPKK i 71 PD9O8059BH K, 1 HJL T it
ANBE T G mpkO/mpk 12X SR AR S AL K o 1% RS



ARANZ LT SR 77 A2 ROS M TR AL A Ml T
Ca™ k%, 1HmpkOFImpk128 5845 4K 1) S FLAT h 5
B AR R o X225 R IIMPKOMIMPK122: 5 )L T
JREF AL R, Bl gefr T-ROS ™41 |
7 (Salam et al., 2012).

FERLTE 5 AL EAE T, AT KA AH B i) 45
W, WBE RS I7 I BB K SR A% 99 (Sclerotina scle-
rotiorum) 1] i LK TT, AR5 B 22 vl i <L IR G
Mo XL BROR AL R R A OB T R 1 R R,
FLIR T B T HUH0 1 77 AR A R ABATS 3 1AL G
H](Guimardes and Stotz, 2004). Afi1& ¥ AtrbohD
HIAtrbohFth 2 5 Ji 1142 4155 5 (WA A i o
Fi(Torres et al., 2002). HHT#ER o[ #MHEE 75T
fJH,0,7" 4 (Cessna et al., 2000), Al if il 2 R 7F
A -993 s VT B A P A ) B e 410 )55 NO X 1T BEL B
ROS/™ A TR B2, ROSHMUSE LY
Joip 38 5 5 )AL DG P AR, i L3 ] ) A AL T IR
(Desikan et al., 2004; Mishra et al., 2006; Yan et al.,
2007). X THEY Y B0 I T A= G A1 VF 2 4 NI
R () o) B AFIRA RS

4 ROSHIFES{ERAIIET

4.1 ROSE4H /Yy LAY

IFGFFOST1(open stomata 1)Ser/Thrik [ & 5
HAS B E 2 5 ABATS S8R M E e . %
PG 2 A A0 5 3 AL O AT R S AR A o B
KMo OSTLHE K 4 ih SNFLAH 2K 1) 8 1 B4 (SnRK),
A A 3% FR o SNnRK2E(Mustilli et al., 2002; Yoshida
etal., 2002), OSTIEEPELR DA 4 Rgerh &
ik, I H I SRAK KT AU S 3 2 ABATS 3 R
o OStl AR {4 S s B W ABATE S (17 7L 5% [ A
ABASHI ) SILIFI, S BOK s i BB AN+ 541
NEEREM, KYPOSTLEABAT 5 1 IE i # H +
(Mustilli et al., 2002; Yoshida et al., 2002). ABAA
RETS T ostL R A K 4 ROS, #MJEH,0, 1] {# ostl 58
ARSI, WU OSTLE [N S TABATE S
PR Bl = AEROS . 1 H, C A H Bk 45 & W
OST1 1 H $: 5 AtrbohF H 1F, % IR 1k AtrbohF ()]
Ser12f1Serl 744 H4i% I 7~ 4-ROS(Sirichandra et
al., 2009). X M orFHLE FER T ABAE S48 P41

T LS A 495

P EROSIIEAEZ — o MAh, OSTLHICR It % Yy hE
SERJIRIFI(Yoshida et al., 2006), H & HyifIAS
L ABAYS 1 OSTLHUE; 1 45 #1811 A] 5 ABASS 5
(1) H 47 i 5 R T PP2C T 2 i ABI L T A (Yoshida et
al., 2006). X HAE S HEOSTLE I E 2 ABILI
#il DEHTA IRIE B R ABILA] BLETABATE S [ H,0, 77
4:(Murata et al., 2001). [l1f7, ABILT] fg iF 42 i i 417
HIOST LIS M M0 ABATE T FTH,0,77

ABAFIJATS T ROS A= I 341 47 76 g g b I %
(Suhita et al., 2004; Islam et al., 2010). & 41 g+
PHIE A1 5 ROSH 2 (130 & ik F2 Wl 7 i i 56 1
ROS;”4:(Gonugunta et al., 2008). 1]/, ABA
HARES FostlZE ALk = 4= ROS J ALK A, 1MIA
HATLL, 5L, JARRETS Fjarl-1 5848 7k =k
ROS K& < fL & 1, 1 ABA#I7] L (Suhita et al.,
2004). XLegE R RABAFIIAR Gt 5 A A A
#1115 S EROS.

AT R R, 7 = RARGHE A 1 o Sy i 2K
FRAFFHLET T ABAYE S IROS™ A J2 Ca®* il it B
M AN JEHL0, 1] 1E #1753 gpad 5 48 44 £ 5% ] -4 il
HAALIFIR, %5878 ¥ Ca il 3 ) 4 Ho0, 1F 3
WG o S ah, iZSARRIE [F] I LT T ABASIEN ) A 1)
K™ HL S0 RAS AR T pHAEL K b 1) B 28 7 L . X st
REW, GPALTEABAS T ALK HIH {7 T"ROS £
(1) L (Zhang et al., 2011). WFTEN, F=H4AG
2 5N A O Ml I ROS AL L, Gal
GRS T - SR AA 1R 55 LA B AR R L T 1R o AR
M, VT ELHG DU RBOHTE N ¥ 22 3@ 428 ¥ 28 2 AH A8 AL
PR T ZEGall 2 1% 5 (Joo et al., 2005).

4.2 ROS{ERAMITHIET

WIRTHTIA, Y S AL TR I T 2D 32 A2 O 4
T . ARZIEER Y, ROSTEABA(EIEABA)
TR PR R AR R AR . Pei%s
(2000) [MHF 5T 2 1, 7EH0. 1 FABAR T I fL K
P, HLO, il 0% B Ca® i, 5liEca® Wi, &
K GHEAILLI . Kwak%5(2003) & 3K, 1t atrbohd/f
SUGAFARARE LA, ABAYE S R Ca ik i Ft e
LT N w3 S S I 1 = R4 o DY@ PRI o 6
atrbohd/fW 5 45 (A ) Ca® i ML i (Ica), WISk U
T T ERBOH ™ A [ H O, 3% 1 5 I Ca® i it JF 4
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T T ABATE 5 SR A 1 IE Wos 752 AL A
HLO,[¥I1E FH i) B 5 ABAA [H] (Kohler et al., 2003). #l
FH H S R A 6] 2 A T 40 M (R RIT 5T &5 SR 1, A 1m)
K38 (K ou) 3 T-ABARTH,0, 1) [ N A [, ABALLH]
R 7 A A K (K ), 1-50 pmol-L ™ H,0,
W) AR AT 356 1) 7 2 ) R K R K e IXHE /R T 5
ABA T T 77 AL I H0 AN ), e 305 5 7= AR 1
Ho0, 1] BEAE T K oo 2R, A BEHE R M 0
H20, 5 08 141 i 7= A2 BORE TSI HL00 B A A [HI/E
I AT R HEMIHLO 91 AR 1 ABASS 5 1 42 1 v i)
Y4y, T HL0,15 5 FIABATE 5 76 Wi Ca il i ixX
— WA PR S . RS KTl E 5848 Ak gork 1
1, JAI T ROSE 3 1AL M Z B¢, HX T
H, O, 1 4 (0 K 38 38 55 ABAT 1 F K3 3 2 75 4 [ i
AN 40 (Suhita et al., 2004). 34— FFEHL 0L A1
ABAAN [A] 1 I HLEE (1) SE 56 TE 4 40 F HLO 40 B
FiIFTh—FV-ATPasess 25 fhdet3i, JL[Ca* o, k%
FUAFL 2B, T ABAZIAE IF % i S det35¢ 48 14
[Ca® oy cllf 5 AIAL AT . 33X — 45 BBRUR A7 L4
S T R R AT A TR A5 5 & 12 (Allen et al.,
2000).

WIHTSCHTR, CITm i BRod (RZY) A1 g ek (STY) B 125
TAIEANAR, HE GRS, AR 40 R B,
B FEARALCH . HREGR, 0087l
J A (A 13 A% - Horh SLAC LG — g [ &5 1
MiE, H Oz COu /i AL H,0,. NO. Ca**
MIABAKLFIN, slacd 5 AR 44 L H 18 B 2 1 i
BRI R FLEE R R T (Negi et al., 2008; Va-
hisalu et al., 2008) . HFifikiE W.7x, HUARGTFEr 240
rh bR 3 BH B 7 3 QUAC L 32 OST L I B0 1 /v &
ABAE S 1AL L. 7Eabil-1Hlost]1-258 45 4
HABAIE MQUAC LI i 57 fH (Imes et al., 2013).

HABILZEL, 5 —ANPP2CE R MR EEABI2 [ FE1E
I ABATE 5 I SO R 1R AE . abil- 158 AR A4 FH I
T ABAIE FIROS ™ A4 5L K HI, BABILAL T
ROS™ 41 i . 1M 7E abi2-158 28 4 b B 7 H,0,
BOE RICaT I A ALK, (HABAR] IEH % S %5
AR P2 A ROS, % W ABI2 A7 T-ROS ) T i it 4 1
(Murata et al., 2001).

T R H IR EFABILFIABI24N, MAPHFMPK3
1.2 5 ABAFIH, 0,175 3 1 ALK T LA B H0 40 i1 1)

SALITi (Gudesblat et al., 2006) . 7£MPK3VTER 14
SRR, ABATE T IIH0, 7 EANZ 5, KW
MPK31 1 H,0, (1 i 2 5 ABA T <AL % 1 it
#£(Gudesblat et al., 2006).

LR ARETRLE — oW A 4 41 5 W, HA
& Z A RO 345 5 ¥ D fg(Grefen and Harter,
2004). ETRIZARAECR D40 rh ik 35 A 34450
5, BINGAE SRS f 3 v RS 5 AR 25 i R C
Ui {5 T B AR AT TN S AL U2 A FORIEO T
J3 B FF 06 T 20 B O 4 A P R DR S = R )
RYVEIRREL R O, WAL B AL i B0 T3 5 8%
SR RS IR A AR A b, R EE— Dtk
B SN oA NARSE IR A AR, 51K — R
41 il )z v (Hwang et al., 2002; Grefen and Harter,
2004; Desikan et al., 2005b). Desikan%#(2005b)f)
WU B ETRLMN-3ii {5 5 4 A 25 44 35 1) Cys65 0]
THO % TG R L E R, Metrl-158 8 /&
R Cys-65-Tyrad F R e, 1% AL AR H,0, 155
T AL O P AN B, T S AR A etrl-3 R AR
Ala-31-ValZ JE N, FEA R H,0,15 5 1AL
KA1, Ut W Cys655%F T £ 1B 41 Ml (1 H0, [ . A2 4 75
M. REETRLE R 0 FARR2Z 5H,0, 155 %
1AL KM, (HETRIA 5 1) 241 8 F 3 35 v T
H,0, 1% T 11 K L 5% 1 JF Ik 2 5 (Desikan et al.,
2006). kWAL 5 2 GihfH 05 5 B2 FlAL 38 1) 7
THLHLE A Rk — DA

4.3 ROSFXS{ERRIMMARXENLIFT

W ERTIA, A TR T AN [ R 2 RS T
FEAEH,0,. B, RBOHE AL Tl it A Ak Myl e
P BTAMA NI AN o BE; B e A0 g i A7 T S b )
g4 . ROSHE FH 11 I 2 11 RIRE 2 47 AN [ 1) 40 g
750 WIABIL/ABI2E A 140 W it ; ETRLE AL T P4 i I
SALC1. K*iflitd 5 (4 FCa® il il /& [ A T 5.
M5 W, IXEEROS)AE &A% () Wb UK 2 W, IfJ2Ai
W A2 BT SR AEIE M I 4 X = N 45 HIROS [H7 2
FIAER

HaOo 1 2 4t i P A5 5 237 56 1 B m] DAAE 4 i )
P ATREERERY, MR EARBEADLN, &
AT AT 5 B 1R 40 i rh i 5 AEROS, ifif Ho i v] BATE
AT A R 57 (AR L4 b % 5~ ZEROS . | TR I



20 60 5 ) L P 2 12 440 TR0 T AN A A 3k A B e 2,
DRI 1T HoO0 T REAE A A7 5 43 130 sk o A1 4% 5 4 i
JREAE 41 fa 15 e (Allan and Fluhr, 1997). B 57 i4 &
O35 F I SEARROS ™ A5} 13 Je 40 i [)] ROS A
SAER R LT, HIXFROSAS 5 ANLE 4 140 i i)
f£ 4% (Joo et al., 2005) . FIT K BLH, O, AJ Tl i 24~ K 5
TR IF 1 /K 2R (A TIPL IR TIP L, 2 95 8 4 fifo i
HHATY i (Biernet et al., 2007). &M, X451
SEAETERFAN P R I . X 24N /K B (A AE R A 4N
JHh 2 BT FIRE M S BEIE AN o X 2N A )
R GEARAR LT MROSE 5 1AL Kk [F1 853X — )
AR

B W 1721 2 Nl W e A B/ Vo | A B 7 1
PR H O AT e A, 61 BRAR PR 140 Y 9 HL0, 7%
A TR0 PR P DX A EE

5 ROSHIER:

ROSH B 7l Br 7 B 45 i B ROS #5 11 1) 2E A T g A1,
2 5 ROSAE 5 IF K 4 1 4% (Mittler, 2002). A1,
ROSTs 5 i i b SR AFAEROS 7 A Fe FLuk J5 () X 5 4%
1l LA & ROST B = 2 ] (R4 75745, Ho P ROSTH
I FEEL AN NPT ALTT  ROSTE BRI DL A S8 Ak

AL W AL B (superoxide  dismutase, SOD)
A O B Ak 9 HyO,, HoO, 8 — 20 i 45 4k & i
(catalase, CAT). Piif IR it 44 ¥ i (ascorbate
peroxidase, APX). 7+t H ik i A A4 (glutathione
peroxidase, GPX)% 7 fi#, J& PN 73 il 5 223k IR B4t
IR I % (ascorbic acid, Asc) 143 It H ik (glutataione,
GSH) 1k 24y i& J& 7] (Mittler, 2002; Apel and Hirt,
2004). M AsCHIGSHIK 1 4E+F 377 EA bk T Ikt
J7U i (glutathione reductase, GR). #. i & Pk i R it
J5i i (monodehydroascorbate reductase, MDAR)LA
M M & PR I R I8 )R B (dehydroascorbate reduc-
tase, DHAR)[¥]Z Lj (Mittler, 2002; Apel and Hirt,
2004). 3l H A4, ROSTH Bk RE 7 bl B A 40 1 9 S A ik
SRS S AT 1 2% 5% Wi 41 )L N ROS [ 7K - FIROS i 4%
IR A B SN o AR, A AH B A AR IE . J0hRe
TFGSHA BB R AR A ch1-1 %8 B ABAS S 115 AL
K P T LB AR R 5, (HROS/K T A 52 5200 o [F] I,

EMS USRS 407

ABAHI ALK TS FE A 52 GSH A BRI IR 51
X 25 B R GSHEL VR T ROSIH i1 2 5 ABA
#HS ML M (Jahan et al., 2008). £ 7+ ik
AT 2 2 A AT R T 40 b GSH A it FRAIG, A2 i
{5 D40 P ROSIF & &L M ST AL A i Ca ¥k %,
{H 2 34 5 ABAFIIAE T 1A fL 2K 4] (Akter et al.,
2012). 2, GSH5ROSH ik Rib T
NN

Asci F P A iy P & & F w TR R 2 —,
Asclr TIEFRROSHE, ARG AEZ 5 0k P4t i)
ROSTHE b Bt e AMITARIIHEL T H,0, 115 fE FIAscIf)
S SR ZS Bt B B ST AR Ak, HoO 7K - 1) 5 v U
IR Ja, JEEREE SILOCH, MifER = IR
IR . Ascli A IE JFUIRZS W) 5 H,07K - 142 4,
IEUFAR R, W7 P 37 (A7 AE SR PP R o APXLIE A (1)
Bif 2R SR AR AN B G I AR A A H e i FLE
W B LG B AR B i R H0 /K, 3 — 2P IR
T APXFHAscZ [H] [P I 2 0 ALAT 0 19 45 (Pnueli
etal., 2003). 573 P AscE AL IE JFIR 25 AT 5 < fL
RN, i % ik DHAR ] 3 Bt Asc 4 Ak ik JUIR 25 7t 1,
B A Ho0, 7K F 31 1l 55 ABA T H,0, 15 5 11 < 4L 5% 1]
(Chen and Gallie, 2004). T i £iEDHAR ] 25
DHAZK T, 545 FIT-DHA Ascf i1k, A 24 m
Asc A £, X R T Asc I IOk A5 A% B (k2
Asc HIDHAZ [f] ¥ °F-45) % A FLAT 4 (¥ 2244 (Chen
and Gallie, 2004).

U0 B 7~ ATGPX3 4 PRI AE Or 1410 g v o 2 3K
atgpx3 545 1A 5T ABAFITHL0, N UK, 5 7R ATGPX3
AIREVE A M R B T HO, MABATS AL IS HIIK T
WAt AERERE AT AMGST pull-down sz H & B,
ATGPX31] 5 ABILFTABI2 T AF 39l Ho g vk, M
HI55 T ABILFIABI2XT ABASS 5 i f i #/E H], S5
RALKH . H018 45 T ATGPX3FIABI2[F 5 AL 18
JFORAS, M 4G % . atgpx35AZ /A ABA
HH,0, 17 S Ca” I EEI 8 - I RATGPX3 1] J& %
M FH,0,15 9, I 5ABI2H AR E)Ca” W, %
#3854 (Miao et al., 2006).

6 MRRE
MMM —INRBIROS AT 5 LIz 5N (McAinsh
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Figure 1 ROS signaling in guard cells (modified from Pham
and Desikan, 2009)
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Reactive Oxygen Species Signaling in Stomata

Pengtao Wang’, Jing Zhao, Huanhuan Yu

Henan Key Laboratory of Plant Stress Biology; State Key Laboratory of Cotton Biology; College of Life Sciences, Henan
University, Kaifeng 475004, China

Abstract Reactive oxygen species (ROS) act as signaling molecules in stomata guard cells. ROS generation occurs in
guard cells via specific enzymes. The most-studied enzymatic source is the NADPH oxidase component RBOH, which is
involved in both abiotic and biotic stresses. Hormones, such as abscisic acid, salicylic acid, ethylene, auxin, and cytokinin,
affect ROS-mediated responses in stomata. Biotic stresses, such as virulent bacteria and fungi, also affect stomata
movements, where ROS likely play a role. Regulation of ROS production and action occurs at various levels, including
antioxidant activities as well as ROS-sensitive proteins, such as kinases and phosphatases, which transduce ROS to
affect stomatal closure. Evidence is gradually emerging of the ROS regulation of ion channels in stomata. Guard cells are
an attractive model to study ROS signal transduction because of a complex integration of signaling pathways mediated
via ROS.
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