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IR Z AV FIAEAEYIINE . N T IE N R 2R 1)
IREE, YL R A 0 AR B AR S K LR SR B
AR AR IE . AT, P N AR R — e
e . 5 38 AL 7 O R SRR, 1A A%
2 P iy 38 2H % A B A B 38 (combined  stresses) 4=
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B & A BRI B 25 00 R, AR A=A A,
—PhELZ MR e (0T R RGE L R B
B, DL R A E ) ERRE I E
YR 7= 5 TV J B A ) 5 i bk R B BH I (Lobell et al.,
2009; Van lIttersum, 2013; IPCC, 2014). PISEEN
i, 1980—-20124F [a], F 5 F— B 1@ 1% B R 408 2K A
5001235 76, T [F) I 30 P = 5 R0 64 35 10K 5 L 36 B 11
Fk 45 Kk 2952 00012 3% G (http://www.ncdc.noaa.
gov/billions/events). 5 LE{E M REM 52 80— e, {HiE
ZHCE Wy, AR BB R A . B, N
(Triticum aestivum)7E 7K 78 & 1 25 1 T i FA MR,
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MAET 532560 T Hiiy #  % (Parent et al., 2017).
WO B 2T SO E RS a0 22 A A
LR o ARRIBY)TE LR G 32065 a1
i, DASE G M OR PR B 22 4

MIBRE IS 8] b, 1A iy B SR i iE (conse-
cutive or sequential stress)#I~F47 il (simulta-
neous or parallel stress)##f(Zhang and Sonnewald,
2017). ELLIE i 2 M A e K AR 1) AT —E 1)
JeJRIE, T ~F-A7 B AE 48 72 [5) — I8 1E) P AR 22
o MWpESRR F, Har o mde e yia 6. )
P EP A IYWNE | a s 7/RSTe 7/l 75 E el 1)) 7S i B R -
W 5K — 6 il 3 PR I A 5 L ) 2 B AR R AL
HAEA . #iltn, & A DREJGHFHIrd29ARE Kl REE B &
+ 5 LR e i S R fE 5 E % (B 1) (Roy-
choudhury et al., 2013). 1XFf [ 18 Wi 7 38 B 2 8] 1 4
TEIC 28, A9 HE A0 I 0 1 o i 22 ol A ) e 230 75 e
iSRG, AN RENS AT 1 AN BR — Bl A o S A T Ok HE T
(Ramegowda and Senthil-Kumar, 2015; Zhang and
Sonnewald, 2017). Bt& e kAR, BEP5FE
ARG S IRARAH EAE R, XA AT RE A IE
A7 1) A AR PR SE MR, LA AT RE R I R AN AR Al
(Pandey et al., 2015; Prasch and Sonnewald,
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Figure 1 Cross-talk network in ABA-dependent and ABA-independent pathways during abiotic stress (drought, salinity and

low temperature) (modified from Roychoudhury et al., 2013)

2013), fHA5HE P BB A W ie o k. BRA g
Z BN R [ B A ) BAR 52 2 Fh R 3R s, AR A [
W, DR R B A 2 AR | AT () % 9 25 (Suzuki et
al., 2014) (#1).

1 BAMEBRSEBEIER

H ARG, Y[R w22 Fh i ag s, JBpaE 2 A] ) i
R AP, 1 O A4 5™ E R AR, BRIk
A e i F AR B AE FH (negative interactions). -5
Al il e A A BE B ia e AR, CEZ M
TV EAT TRFIE. A5 RRH, FER T A R
e RA BB R A R, MR MR AL S
JEE AT S8 i 2 1 1 FH AR P P il B2 T R el i
HARALKMA . YT R SR FEE AR, EYA R
TEAAL, MR A s, T R A KR E
i i FE ™ R4 3 (Vile et al., 2012). AHXTTH—1
TRuiEiRE, BE P a N e R S
PR AR T B0 Bl 1S P EL Y 7 T 2 e (Prasad et
al., 2011; Mahrookashani et al., 2017). ¥4 T &

IRANER A IE iy, ZE T AR i = 2 S BB TR
W22 B vy, AT A& o B 7 R 1) 3 B A% (Keles
and Oncel, 2002; Wen et al., 2005). & ILEE I
ppia 5T HEAE YA B S KR, BT E TR N
PUEMEARGR G T T, AINE 17X EERK K
BRI .. FIRHEFE L], BE baa r e
AHEAE FH O R ) AR KR B I R T S D™ B 1 B e
(Martinez-Ballesta et al., 2008).

T 6 A FH ORE B 25 Foib AL 170 i 72 388 5 9, 3% I HH
fafEH . LA R A E iR ECE P iE e . SR,
1€ (Gossypium spp.)f A EHE RS F T
B, MR IRETHE. TREMERESMET, i
T4 5 i 7™ & (Carmo-Silva et al., 2012), JERH &+
FE T, AR ASLEE LT R HPIRE, FECO,
A e B AR, ﬁﬁﬁﬁ%JTﬁ%fﬁﬁﬁ(Chaves et
al., 2003). il e 3 oo i AR e A
RuBisCOJf i 14 #1115t & 1 H (Salvucci and Crafts-
Brandner, 2004; Way and Oren, 2010).

T EAR H I, LR E T, AEYIR AR 3 R
TE ) S JE R o 8 o AH AL . B, AR SR T
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Table 1 Interactions of combined stresses

W& i 21 Y IR
B A EAE FE+# K # (Hordeum vulgare) Ahmed et al., 2013
FE+Hh /NZZ (Triticum aestivum), KZ, #H% (Nicoti- Craufurd and Peacock, 1993; Jiang and

ana tabacum), #LF57F(Arabidopsis thalia- Huang, 2001; Rizhsky et al., 2002, 2004;
na), = 754 (Sorghum bicolor), mélé%(Festu- Prasad et al., 2011; Vile et al., 2012
ca arundinacea), fi{t(Gossypium spp.),
7 (Citrus reticulata)

TR+AE ‘H i (Saccharum officinarum) Sales et al., 2013

FR+UVEES L 3%, H = M (Trifolium repens), = 2 Hofmann et al., 2003; Poulson et al., 2006;
(P|Cea asperata) (th(Brassma napus)‘ Turtola et al., 2006; Sangtarash et al.,
i (Salix babylonica), ##(Populus) 2009; Duan et al., 2011; Bandurska et al.,

2013

FE+E0 LRI IF Giraud et al., 2008

TR+ELE 21 #(Acer rubrum) de Silva et al., 2012

h+min Nz Keles and Oncel, 2002; Wen et al., 2005

H+ A KK (9 e (Betula pendula), [# 1 5 (Cicer Welfare et al., 2002; Kasurinen et al., 2012

arietinum)

EE R W e, i Hartikainen et al., 2009; Kasurinen et al.,
2012

R+ UVER ST 78 7F(Apium graveolens) Walter, 1989

i+ G il F %% (Helianthus annuus) Hewezi et al., 2008; Mittler and Blumwald,
2010

A EHE+EDG £h ¥ (Populus tremula) Haghjou et al., 2009

UVIEST+E 4R Bid (Pisum sativum) Srivastava et al., 2012

EEFAMHEEH FR+RER % (Medicago truncatula), EX¥ 4, Byl Paskkonen et al., 1998; Léw et al., 2006;
1l &R (Fagus sylvatica) lyer et al., 2013

TE2+5CO; o Ottman et al., 2001; Brouder and Volenec,
2008

h+Ein Z& 7 (Solanum lycopersicon) Rivero et al., 2014

#H+=CO, 1 (Lactuca sativa) Pérez-Lopez et al., 2013

h+ EK(Zea mays) Martinez-Ballesta et al., 2008

RE+ECO, K (Glycine max) Booker and Fiscus, 2005; Ainsworth et al.,
2008

RCOx+ M8 W Pérez-Lépez et al., 2013

(Arabidopsis thaliana) (Zandalinas et al., 2016a)- sitive interactions). =i A1+ i 2 7 05
K #(Hordeum vulgare) (Rollins et al., 2013). /% EWE. HERE. HEEL. JLFEL Lt
(Nicotiana tabacum) (Rizhsky et al., 2002)H1# 1 GERA RS, (B E IR COLMK FE 1] 25 G e iR AN
(Citrus reticulata) (Zandalinas et al., 2016b)"", & TS il i A W 8% . S & Ve 2 d]. s
WHHT TR FEAT R, EREHAT R %48 TR H0, M A0 iE B & H & ik R4 4 i
AT TR A, BT PIAIE R m . xRN T RS B TR B IR T CO, R RS
R IR, BRI T2 BB pem e e L T BRI R (2B . ASCH
o8 B 7 PR A, 2B AN [RGBk CAT)HI G He - Zinta(2014) i i 41 2 A0 T 2 W), ik

AR (R R PR i GO AR Y 368 5 1 4 1 8 15 41060 5 0% O T 410

P H.O, 114 B i X . 7E H 75 (Medicago truncatula)#,
2 BRaimErERREER TR AL R EE, (R BUIR BR SR A2 e T
FEXT TR —hil, AU A RS KA R EY T KA R, 3R P R A5 B (Os) it 32 1 (lyer et
AR, FROYBCE B E i AR BAEH (po- al., 2013).
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YK 5 P A8 2 TA] £ T J) s A 1) A B AR FH SRR A
FANIEITT S o BN G TIDE S W AE 6 /N 22 3 il 1 47 v 1
i (Keles and Oncel, 2002). #R1fi, 7£%&fi(Solanum
lycopersicon)H, #h 1wyl BE A ol A B8 22 B — 2
F B At e . AT, SALRH S BUL AR
RN T e AR 8RR OB R 2 S S E D
SAEM o a5 S AR H oG B AR D
J A RIS, WRuBisCOMES . ZRFER A
FRGE(PS 1) S 0 3552 BAS [ RE FE I 520 o 2 R AN
R IBE S B T, B AR B KR 1) SR B R A T A R
L IG S I, T R AT A R O B R A K
Ho B R AN B AT DA E KRB, A R
E T BAR AINa K LU AR, 348 ik 5 52 35 38 1 453 493
(Rivero et al., 2014). kb, #HEHE AT R4 PSI
5 i i 5 1 G (Allakhverdiev et al., 2003), DL
i1 £ S (K7 H (Cuin and Shabala, 2005). #
FERERGUE B AE R FFAE D JE B e I FIPSIALE L RA
HEAEM (Lunn, 2007); 34 B T4k HT E AL ba
(Garg et al., 2002; Chen and Murata, 2008). [FH,
ERAERPA AT, HO M R 5 & A A7
5z 240, 35T OR3P A S 52 AL 8 (Rivero et
al., 2014).

TESRIE R, — b A A AL B8 2 S 2
HRAEMER . WHRERY, RIS 3 hT
TEPEEUS R, AT SR A e T 1 i) AR B E o HOA I
iR oL A AL Y (ascorbate peroxidase 2)fF 4 E i
FAL B AER Y OIS P AU e S . R AT AL
FA T TG B RBR AR A& (phyB) JF AN GE 22 i H e i
P E A543, AR NPT LR T S A 77 T R 8 1k &
HRA, XEeGE R, JeTiALE 5] ¥ phyB /3 (1)
Poid PR EUE R A ) T AR E B s e (Han et al.,
2019).

Y 5 P AL 1 1 [ s o A7 ) AH LA R 2R AA
SRR, ARe—MEImie. AR, SR
3B PR T i v s S A e R T P . i
UG MR R, W5E/KHE(Oryza sativa) X 7 J& I
it (Averyanov et al., 2000); A1 E: fid 4b B
REH2 A 20 7 iR B 19 B (Achuoa et al., 2006). 1
A o A AT AT A 0T S A A 3 ) T 52 A AR AT £
AHEFRR Y, 5 A B R AR S T A
T, Hpy BEKFEL FiF(Prasch and Sonnewald,

AL HmaRIE A& HEa HLH R BT R 665

2013), H w2t )5 B 4 i (Luck et al., 2011;
Madgwick et al., 2011); GhandiZ%(2016)#f 5t & I,
52 58 [ P B AR G IR i A B R, HL AR R
TR 1 5 5 R A PR B B R I DA O, R
AP i 18 0T Be S5 A AE 0T A dE Pt . AR,
WAL e e A a ) ARE . B, RN
A BT I /N 220 5 DL R R a0 T 52 1 Y o
(Hubbard et al., 2014); K32 B4 A4 H R Piriformis
indica & #& a1 H: 8 JH a8 00 it 52 M A0 B M (Waller
et al., 2005). =i AE I (204U T IR AT IFAE, TRl
HH T R i # (Pseudomonas syringae) PstDC-
3000 (avrRpt2)I itk (Liu et al., 2019). AL, k&
W)y 18 559 AT 2 38 5 A A A PR A AR T A B
ERART . A FERE LA e A A BAE A .

3 HEUMNEKSIEMEERE

LR, AR YIECE BE R A, PR IR
AP I T A A I e N .,
I S IE AL R Y, TEREE E HH96% K A
R F R 2 BT RS, 1R A 2% 5
228 U e 1 (Atkinson et al., 2013). Itk
KT A IE 3 S 4 AV E e R R TE . SRS T
T2, K% (Botrytis cinerea) X 12 4x LA K 4y
(Pieris rapae) U & 4L iam), g4 BRI HRIE
T2 SR & iR £ (Coolen et al., 2016). 4R,
XS 38 kA RE 2 TT B0 1 [X 43y I ) B 67 1) AR
HAEH

4 FIRBFFHZEBTEYEREKS B
k]

4.1 HEYNE X & B8 B 1R S 8 B R R 1R W 4
R

JEFRE AR, FIHERNAGER, seRMHY%. ¥
T BAMY RACHH Y, ik, KEMNS e
Yy EARIR A R N BT, kR R s s, ok
DU R E 71 40 F- b, =& A mna 7E e S5 30N
TEBCE AT, M8 B EAFE MG S (. 8
BT WM BB A S S 5l Sk i R
J&— A & G v wi N (Schenke et al., 2011; Prasch
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and Sonnewald, 2013). [KIk, N FH 2 42207 i@
LA Wi N2 BB 5 o 3L 1R G B 5 30 B S NN BB i i
FRY 428 DX 4, 0 o) BFLAEL A 06 TG 2 ) A B % 43
GIRERTACE | S

Rasmussen % (2013) X} &b T £ & i 18 (45 %
FyoEin. mG. B EER GY) N R0l T R AR
TR A oM, I HAEAS RIS il T e oK1
Wi )3 A ik 3 22 S o 20 25% I RE R AE B — AN [ il T R
I HH AR ) B S K, ARG G e T e iK1 B
AN o IR LR L SN RGVED AL 4
FEF LT KK A BUETA K . Tihk, £929%(1)
FEREA R B — il T 2 3808, HAERGE e T &
AP S IEEHAKT L2 R REE FEEH S 5 IRK
T (A K E (IAA) NI 5 IR R o7 ) & B A K
W (LA E KRG BRI . £928% 13 f[e
% 52 3K 6 3 [ B B — ol A St A, AN 52
B B ) o X e RN 32 B2 b SR SR (1) 4
FE R AR il e R, 1 B R R AR i 2 B RO AR
i .

lyerds (2013) % B 45 #EAT T8 78, K IHAEFE
B S KPR S A S e 82 B — ) R B O B8 A K —
HIMERE e . FREMHT, AXMERABA)E S
AR A B, PAACA R i A A e )
(Rl 55 ;10 O S P H 5 5 26 B L R i 2R
PRI AR OCHE R . AEBRE HMA TR, SRFR(JA)E 518
% R[] A G A DG B R A sk B, — SRR SR
(WRKY FIMYC3)45 7 i . 56 FWRKY 32 2
W RLJAL A FIAE A A I — K sk R F-(Gao et
al., 2011). JAZ1RIJAZ2[{ 0] FMYC3th 2 5IAG
‘5 i % (Figueroa and Browse, 2012; Kazan and
Manners, 2012),

N B 2 LIRS i N AR A -0 B BRI T
KL, PraschfiSonnewald (2013)&:57 7 F 5. #5E
YA S5 2 B ER S HlA &R, 8 7R BE
DA Ko =B JPpie T e s AN 2 Ao AT 15 T
P e G b 2 R Rk AN EE R, R 4
T = E A R R 23 N IR, kB R
YL AR ik b, e — 21 5
P T, XEHERRIE T . DL R RIS
JORIELTTS, I A G R A 5T Pl N R A A R A R
1K, TG By P 5T R i S 2 P R R O A DR Rk T 1

42 SEREHEMMNEEETEEEZEMK
I H T, T DL E 2 S A IR A W S )Ry
RIS T REFL R BARIAR B, € 1A A A R0
I Jolh e A Ak A L BAR AR o U T 45 N R B R
o N R AR ECA i, REEATEES
PN SRR SR A & R IR SCIRE; TERE I HUETE &R
iy, 405 APXA 3 N i 52 1 a8 3F
(Koussevitzky et al., 2008). F>K(Zea mays)TF Al
iR A T R A AL B B, 2R R B E T
Ty e 1) 00 % 2k IR Fe W08 Ay S 17 W) 2 18K 5 B 42 (Obaata
et al., 2015). Zandalinas%(2017)7EF7 45 M B 5
el T T, R I IR AR o (2 B R 45 ) KB AR
2. Gupta®s(2017)l i W R AL L, KB
TRAET 5 DASCT B B S o B T, ABARITZK
B2 (SA) Al 2 1 = Z R MAERKE AT,
ABAJF R 15, SAFIJAMKEEE BT, £HISAR
JATEIR A P aE i 52 1 b B A .

Rizhsky%#(2002) % 7t % B, %L (Nicotiana ta-
bacum)fE T 5 AR E a8 275 5 5 2 AL
SAGL2HIHETE R T NIWRKYA [ %5 . i #4127
MEEAETTE, L HARGE SRS S % 5
JELAH 5% 1 4 35 525 IR (W1 Apx LFIMbfLc), 1 &6 38 (R 77 1
VP B R R KR 71 (Koussevitzky et al.,
2008; Kumar et al., 2015; Zandalinas et al., 2016a).
F4h, Giraud%5(2008) % I F IF AT T 7T, K
LB AN RAR Ak (aox1a) 7E mE A R ECA A TR,
PEEF AR R THEZ (105 DL L)HEE R, Hotask
RNRE, EENIE T A AN, RAREKERD.
e A AL 2 R W), IRG A T2 518 &
B RONE PR 1, SR AR RN 2R AR 2 7y S A R B
J, BEREATER AU OB Y R A B AR A . IR
REYIFEBE A T, &M T LRAARKAOX1atE A
BRI, SRR S5 5 B P 7 R A B, 4
M PR R E BT . A0, AOX1aE A
T A L TE 0 A STl i AR A

A 0 AE A IS ER M JER BRI JBh B I, AR K
5 7 HEAEH . fFEABAGRZ KA sitiensHr, ikt
I I 32 S, E A PR aE, T
Jod 1 3 i 5 SAME B[R] (1) 5 3 R AH OC, (H 5 JAN
BRI R . ERBA TS, HUR TR R 5H0, K&
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FAK, FBHO MR EF T HEHYEE(Bai et al,
2018). #LEIFH it RIANCEDSE N, SEABAS &
Hm24E LA b [RIE SN T Rk AR T A R
B UM, ABARBEJATIAR B, (H 5SAS BT EAE
(Fan et al., 2009), 3 B ABAR] & 55457 & 14
uik. BCEMpEt, &FME SN EAEH, g
A LI B PR B A, W 22 EEEGA i aE A
AR, o R OB PR 20 A% 428 R ek AN [FME 5 0d
PIFEPUEAE, & ARE LW T A .

Berens %5 (2019) 43l 1 724 W) A HE A W Bk &
IR, ADURG I 4 P9 A A7 a) A ELAE A R 8 A R AR AL
Hil, RANEGITI AR AS [R] AR I P A AR K AR T T
ZRMRAENLEE. MATRM, EEEMT2E0T,
2 IEE R ABAG SR g m WAt sz v, A
(5] INF A T AR S S B Ak, ARATTIE % 5E T
SAF; PAE SR E R APBS3, KILFHLwf-iHm
% TABAN S S A HIE R o« Wt daR 1 —Fhid
VITE LSRRG 26 A4 T T % 22 o6 de () SR s, [ ) 74
VINARIKAE R T e R 28 HAE I A B

5 RRE
FEA P s A Y S R A SRR AR KR B
SEHR TR, CEN SR ER—EmR
CARTF R R LAl b, TR & 2 A A RS M5
AR, I FUAE A B A 2L P 5 AL R RN
RKRE GBI . g5 Bk, EWERE, EEAE
. FERFB(EIEHFR. Fxia. B E) &
AR Wi SEIC A5 ol & AR FRAR IR AR RIS 5
AL HARM, SMOAHRHLHIAER 4. H BT RIS Bha
WEFE, FEESCTEREA) M 1, T R (AR ) )
WEFUIR D, LAk, XEFRAEKN BRI EE 2, XS
A B KB BEO T R D o 04 T LN SR A 3
ol A R R R SR AR B A KB B IR 5

AT, T ICE WE AT T 3 B AR A e S AR
WHLHAKS, RIS R0 B (1 20 2 AE B T BB 5 v )
LR AR /b o AL RE 525 (2018) W ST R B, £ MB A%
FE A AP 8 A A e S A, TR A
LRI W R FUARIE R o RR TR EE— N
SRIZ F 2 A SRR e T R AL AR R A
YA BT DRSS (R TSR A ) IR

AL MR & e HLE BT Tt R 667

WL IB A ) 2% 2 TA) () ELAE AL, 4 5 0 5 B T 52 B 45
I8 S sE A FAR AR B AR A IR T BAR S
JE B — LL 7R R A A S E R A O AR
WD (T S ) AT A R A R (i s R T, (R
% af i) B B 4% AT (AnmicroRNA)IE A LR IE - It
Gb, WERFEEREYF R, &6 &R HN 5
A FE R SIS AT, T 93K L 5 8 JI500T B A5 3 iy
) B SRIBAE AR S, SR AR A e LI B A 1R 431 HL
PR R E TR X B2, RRBANILZE
BN THEDFER. EHEESYR. BN ERLEME
K, DNGEFE AR A P X B 5 5 AL I A 7T, DA
TR NA T R A3 N A B LB IR, SR 4 b ) 8 K
26 1F T I Fhoeng, Skt & N2 2 5 e S8 5
dn A, DLOR B AR £ 22 4

SE R
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Advances in the Mechanism Underlying Plant Response to
Stress Combination
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Abstract Under field conditions, biotic and abiotic stresses usually occur simultaneously, and threaten global food se-
curity. Uncovering the mechanisms underlying plant response to combinations of two or more stress conditions holds the
potential to breed new crop varieties with enhanced stress tolerance. Recent studies have revealed that the response of
plants to stress combinations is unique and cannot be directly extrapolated from the response of plants to each of the
different stresses. The responses of plants to different combined stresses might integrate with different signaling path-
ways at multiple levels, including defence responses, transcription factors, hormone signaling and osmolyte biosynthesis.
Here, we review the molecular and physiological responses and adaptations of plants to different stress combinations,
and provide an update on multi-omics approaches to study combined stresses.
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