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Abstract: Natural disasters such as sea level rise and drought caused by climate warming and extreme
weather have posed severe challenges to woody plants under the combined stress of water and salt. Al-
though many breakthroughs have been made in the study of plants' responses to single adverse stress, re-
search on combined stress caused by the superposition of multiple stresses, especially on woody plants,
remains relatively scarce. This article focuses on comprehensively analyzing the response mechanisms
and adaptation strategies of woody plants under salt-flooding and salt-drought combined stress from the
perspectives of growth, physiology, and molecular biology. Studies have revealed that woody plants mainly
exhibit a synergy effect when exposed to combined stress. Among them, mangroves, as a community of
wetland woody plants distributed in the intertidal zone, show unique tolerance to salt and flooding stress,
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while the response of woody plants to drought and salt stress is mostly concentrated on the research of
two single stresses. In addition, we also discuss the similarities and differences in the responses of woody
plants to combined stress, research deficiencies and future research directions, which is expected to pro-
vide a theoretical basis for ecological restoration and molecular breeding of stress-resistant trees.

Key words: woody plants; combined stress; salt stress; drought stress; flooding stress; synergy effect

FEA BRI = T, K535
i A2 BAEF H a8 5, xS R AR S R gt E
RNV A 7= Ty A8 BT % o0 BB (R ¥ i R B
2024). AfRARRE FBORRAKBIE, RS KA
TR FE R e 2T, AR R T 5/ 3 52 A
TEALETE AN 2% . T 58 ok PR AR b 438 7K S5 m fai AR
FANE R B RS, T ER 4 AR B S o H I A A
A R 7K 4 B R FH 203, T2 BSOS MR 28 (i HT & &5
2012). k& EARAH REHE BoR, SRR i
18 614¢. 22 B (o i b 10 FH41%), #5740 1 438 8 i
8.334¢, 5 B (5 Bl iy THI AR 5.6%) (% i %562023; &
T A EE2024) . 5L E, R, W H =
i A E e S P u T e =t Y T woa 13 OB
KA B G iE, IERIEL T, M A2 R sk
SR ER IR B R B N R B AR AN R A (R 2R AR
2024). E A MrE R Y A K B AR AR AR R T
i, HORT 5 — e T A, EEER I
NP [R) % 8 (synergy effect; Barrett-Lennard 1 Sha-
bala 2013). H X, I&H % Hi % M (antagonistic ef-
fects). MR N (additive effects)Z5 22 il B i 2,
R BHAE AT NN 526 Pl 38 B A7 78 AN [7) B A2 245 1) i
ML (CisseZ52024a).

1 R bl i A2 35 R G0 AR, AR A ) (woody
plants) 7E BRI [ #F. K ELRFFE T R E A
RIESIIRE. AAREYES KIERR R, Al
IR 5T DA B v 2 ) AL 45 S A 2R S A e
FES A I8 T 2RI H 5 35 A0 B PR AR 3, A 3 Rl
R E G L AR A B R B B AR A (Han
£62022; Faisal®52024), RMIMA KWL Z RET
BT, o5 A Y 3 /e I (Arabidopsis thali-
ana) RAEYIKFE(Oryza sativa) F1 5 A5 FE W) 1%
(Suaeda glauca)%, 15 AR ANE YA L 2 18 1)
W WL . R, ASCMHEK S #har A HE
HpEA TR #hr RS A e R T7 2R iR

TARAEAEAAC AR 737 2 T F) o L A 1)
AE N MG o [FIN, FRATHR IR I 1B TEAS 2 At
Jr, RS RGE R MEH 2 UMK &
PR SIS SCHEMSLE S %

1T REEYREEK BEREESHER

R

shE X EY A AR E N &
TR FH A3 T 1(Ge552024) . HEIK
MR, Y S5 RARSE S22 A
fil, FBOEE. Ol ARFEFR Y RER R,
I 2 TR AR AN 22 05 T 2, Sl R A AR
K32 P (X 35 4520215 Pan®$2024). A7 KAEYIHRHT
KA 2 A W ia (i 9T 32 B4 T 20 R AR (man-
grove), WIS ME(Avicennia marina). ¥ (Dalber-
gia odorifera) (K1), EATA] LA SZ KB 8] {8177
TS AN 220 H A B K21 (Guo52024)

1.1 KEEMEEK, BEREEEMENEK
AL FAFE SIS N SR B
1.1.1 £KTK

2 7K R 3 [R] I AE CE IS, R A BT 2 I R
Wi 2 (R 3 o B . RRESRINR). A A FI R AR & M
BT 5 (Martins5£2023) . il 21, w2 3k i %o 20 A
VIR A K 52 I Sz KT 7K B 3E, 1% NaClik
TS 40 1 6 B PR AR 24021.9%, WE 7K AbFE3 hdi 4 i et
H R L15.9%, 6 WiE T R E S Oy I &, 1%
NaCIFN#E 7K 4b H13 h2H A {8 fif 5 P AIK 17 22.3% (Liu
2:2024a), UMb, A ECHE K BIG, Sh A B %
KT FEFL R A&, 200 mmol-L ™' NaClAilvE
7K Kb B A 25 56 B A3 Sl FEAIG T 15.3%F15.9%. /N
IH(leaflet) K & . 4% )i (vascular bundle) B 12 %5 1
v f S P st R AL HE B3 22 S (Clssed52024b) .
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W BK2 (Taxodium distichum) %)) 1 %7 28 47 B A
—EMt 2P, 3 g L' #hKHEE60 dXt ik 1§t
H IR (P IAL T (G To i o, #7414
JE| B A K A R AT Ay i v B P T AR AN 2 4 ) L
X IR AR 30% . 56%H151%, 1M fE 18 52 2 & hid
BF, WK 2644 T AR 35 8 < 20 2 (aerenchyma) Y &K &
A RESZ B h Wl A, B IR B — P
Hm, S ECE M= OB E A R S 2 EL(AL-
1en%51996). ¥b HAE [H] i) 18 52 /K F 3 & 4 i ig
I I H 5 PUAE L, B 3 Pl d R Sk s 7K i 3
)0 ZE A0 v 7 Yy AR K, {HAE0.6% NaCllj K
LR AL BN, b A4y Pk v A E A BL R A K
A3 A B 20%~25%F130%~35% . X FPE i AE F ]
RE VR T 87K S (R AR 008 A1t 3 o, A U IR S
PLYERE, YA %R 2R S TS, AnfE
—ERRE R T A R EE . RO Y
FE B UAE KR 2 A T E T AR 88 S 2R ) TR %
BRI N, S DA OR, P BE S M 5 5
(Liu%2020¢).

1.1.2 ASENRE

A2 AR (indefinite root). 8 ZH 2V AR HRHF1L
gE R P A DL R S fL(stomata) A7 £L(lenticel)
(1) 38 0 55 T A5 0 S RS, R WK B T AR R
BRI RE 7)1 B 2077 2 (Shi%2023; Pan®52024).
T 24 52 2 £8P i, A4 mad i B A ) <AL
2% & (Hasanuzzaman252023), 3813 72 i J5i (cuticu-
lar wax) R 4H i B )5 B DL AR -y 25 18 T 2R( T, B
1B I 2 B 7K (Sumburd2024) . [FIFER, B
BN BT A E N RS S A e N IS
o, 6 938 T S04 MR A it R - 5 IR (salt
gland) & [ i) A 44 J5i (suberin) YT R 36 22, MR 36 1
JE TN B2 JE ) g 7K B B L B (casparian bands)
0 2 PUR, A R /b T Nat[a) A B R 1) 25 48, 1T
SI90%~95%[F) #: 73 1 J+ (Krishnamurthy“$2014)..
BRI 255 AE W /K 2 8 Jo R B T B 8 ) v AL BR R
SR (aerial root), A B 1RGN 4E K 7
TR (WIS (AZiziZE2017) . FE R K AR AL EE R,
TR OR R I i b A B R T 2 (Melaleuca cuticu-
laris) bt BB JB AR WK 3% (Casuarina obesa) e i 5 % 1]
EAAHL, REA A R AIATPR = A4, CREE A A

S 1) R B DLAEHF ER B 1 1142 i (Carter 55£20006) .
Zhao%5(2019) 34 & W AE VIR Z R340 25 10 1 77 A a2
JRE X 8 7K T TG S 2% R 1Y) — o B B B P SR
NAE ) AT DLKE SR gk O 3 s R B AR
bR, BLEEEACARBR AR, b7 (E AR BRAR BRI LR e
e, HF HA B TR gk = i .

UBAb, &5 RAKE YR AN ZE T A A8 /T
RE A FLAE AR IAEGE N KT8 52 1 7K AR ot 1) 36 8 12
G o I, 2RV W IR R VR R M) 2T
R, FORIE IR A MR AT ARG K I 2, 4 SR V%
Vi ARBEREAT Wik L IER 2 S, DA
JSEXof YT b T (Krauss®52014) . 1 L AK i 4 v
FE R KV T R ZE A, Jl a3 i 22K
ATt PRI B v /K IR B, AR B 22 (1) %
RAERFGE1EH(Yed2010).
1.2 KREEYME AKX, BREEEMENEE
T FniE Rz ALl
1.2.1 BFETHLE

£ i = 25| EAE A M A Na i 2 A B2 AN
K RazS 2645, »fCa’. CI'. NOZEE TR tf
SO o AR AT I8 I I RN 4 B T i 12 R
FR I R T X R AL TV BCHE AR Ak, R
A B 5T R I B AT A AR, DAZE R R oA
(3 & 7552024), WEAKIMETR, SEA S| F) RE Bt
FEAS & 22 EFE R0 = REFE I B TR i i AR, S
B ANHERR X B 2803 A, 0 R R 4 1) £ 3 A
A (Barrett-Lennard A1 Shabala 2013). A 7 #85 ) i
T 2 A AL DLSIA X S s . i, 7EAR
Z, WEEAHME(Hibiscus hamabo )il i oG A8 ) (%
SFESOS (salt overly sensitive){s 5 i@ %t HhSOS?2
H AN H 3 R e 18 82 F HRSOS T 2RIE DA
PR e B i, fERENa 1 AHE; RN H AL
2 )RR D HRNHX2 3 2240 538 i v v e 97 K S
9 ER o aa, 38 ik VR R 2 Na " LAYk 2D 290 i )5 o i B
F 7 1 (Wang Z£2022b) . £ B 4 21 8 % (Rhizo-
phora stylosa) {F AR 5 I 38 i 15 0 7K 73 W S B 2
)5t £5 45, RIS FEARER N, v R RO =
I8 (I YE R B T R A (Wang52025) . 75 /K ik
SEWET, ML) T R R Rk
PETRUS . 40 H P A B X AL T =, A S o
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FURK, F6 Na" PR il 75 41 i A% sl v 5 X 38, A
M 4 5 A T Na /K L AH (Guo%52024).  £F 4 %
(Eucalyptus gracilis)™ Fy hNa FIK {9k & 42 5 2=
BER N, Na Wk & e a3k 1 981 pmol-g ' (DW),
Xl TR P ) 2 A FR R A B R R BB IR,
[ Tt AN 2 0 A {5 7 A B SR R AR T S . b
A, £ 20 b ad v JE A R AT VA R RE AU LR SR A
Jii R BRI A M K 3, A Bh TR T R ek e
SRIK 73 (Barrett352005) . XKML 2 & a2
Bl tﬂiiﬁﬂﬂiréﬁﬁd\ﬁﬂiﬂﬁﬁéﬁ): LIV i
[ Pro i B ik (1738 S ZH 2, FE PR HINa A CL K
Wz DA . 52 A5 Jolh e EXT/@?K?FH“’EE\HJJLWX
PE B R o] B YR TR A5 5 il A R B s, A
AR = A2 (1 ATP 2 D4R 551 %62 5 1 INHX
HEAT 5 BB - A2 e BIT 7 MO RERE, WkAR T KB S
2T M (CarterZ5£2006)
1.2.2 AR GHRGE
FEPU BRI R Y, 56 ME T

PrAM B RE A 0 T B — 18 AL B (Martins 55
2023; Li%52024a). & iR B 25 K I Ak 34 e F
FK A% &) 1 8 4 47 1B Ak i (SOD) A i 48 4k P g
(POD)iFE 43 48 hn T 148% 1153 %, 76 i T B — i
H AL (Ye&52010). A MELE /K AL 52 & i

NI RN 21, 7E10%0 2k 9k B K4 hAb B
T, 4 AU EALEEPOD . SODAICATIE M i 3%
o, AR B T B R (O3) AR s A Py
(MDA) % & 70 i 2 A8 4k, 2% Jd B 50 % %) 1 1)
AN T RRSE8 hi) Eh 7KV & Ab BRI 55K
DAL I TR T B, 22 B 22 kR A0 R A )
W WA R T AR A (] B B AR K (LSS
2020a). fHAFE RN, BFEEEGHHE T 55
AT A O 1) 225 DR 4 B H R % # 1 (glutathione
S-transferase, GST)3& [K & 3 i, SR Bt A AL W)
B R AL S ) IR B 5 oK 58 A 5 R TR R A AR K
—3. XARERFIATER A NE T, M2 IPE L
ARG A KA 7, A B AR 4
(1 U85 L) SR 4 47 AL A TSP 187, A1 7T B2 ROSAE
TG T AL AR AL /R H (Cisse55:2024a) . R Bk
Z I FLR B, ROSKR T A FWIR ok, tht—
MEENGESST. MY — FHHERENRS

By IEROS I AR SRt leabits, 55— J7 2 0REE —
5E 7K IIROS/K T DL4E 7 HAS 545 T Dhie, s
Ca™. 2 Z4JFH AL ¥ (mitogen-activated pro-
tein kinase, MAPK). Wi7& R AN 45 S5 AE W) P & i
SEER AR, WO IE N SR, 3R B I 52 AR AR A 1
(K HEANE T 58 2 W BRROS, T E TR 4u i 4% H s
A (Aneef$2025),
1.2.3 XEERKNE
EN IS ERGBOR 27N K/ R v AT B TR G

LG, %, Na™. CIMIROSH & 5| A2 i 55 1

VA A AR 22— P BOR AR B AR A, FRAIK
j‘ﬁ T K (Wagan£5$2024), /K ra T, YK+

BAGERIK. ST HZHSEOLEHEE TR
(AshraffiiHarris 2013). /K125 & il x4
A FH IR B [3] 00 a4 4 P AE AR A HE At LA DL, 43
i, fEE AW E T KR (DomecE2021) 1[4 7 1)
GNP, (1T PR 5 3t e 3o B — P s /K 38 (Cisse 55
2024a). #1424 (Chen52022) 78 H & Wil
R BN E A 0 IE N LS, 58 TG AR B ia
AT LI GoR LA 7K 43 F FH AL (WUE) 3
1 I CO, i b7, F 3% 6 A 3 % #F 100 mmol-L!
NaClAb B N ik 31 5 AR, Bl 25 % FE 3G hn i 128
P& (Li%£2024b). {H FH ¥ /K 35 i1 50 mmol-L™
NaCl 1) £ 7K % A 2 0] 5 B 28 25 5 & T %, i
¥y R e 4 3 X 18 21 40%~50% 1 A 7K 7, RV
7K 38 R A5 CHE T A A7 0 5 e 38 1R I 52 1 (Azizi
552017). HbAh, TR LM M AEE A W ia N R
HAS UL, I, YL E0.6% NaClk #EK
A B R 86 G 0 R FE AR EE 5 — e 5 55
(Liu&52020c); AN A9 B () £6 b e 5t 25 P AIG 1 R
AT G P, TANG,, T FH SR 7KW 15 b 3 ) i
EWINT GAT, FEAK T Pyo IX Rl N =X 1) AT
JiR DL v K il ) 7 AL, (R T CO B B
AL, GBI+ R AL P, FIFE T, S AT GE I
TR WL, FEY) R B R 2 1K o R gk Hy

RALIFI(Ye?52010).
1.3 RAEMNNEK, REEESHBNS T
L

H AT, 5% T AR RO e /K A EL 5 & il
T T L IR FE, 0 R 5 i [A] Ty RE 56 F A
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FAIRIZL D o A IR S AN 22 41 27 53 A () 22491
WP T UML), Forb, BT
TERE Y0 N2 JE A= 9 oy 38 e R oy e DG AR
11, #HEMENAC (NAM, ATAF and CUC)3E: K 5%
izadm vt U=k e e At ) = W (22 v € S
b ) A6 U1 i SER A i S ER )N
A rh R A8 A T RO B 2 (SongB52023). —
T 2% 22 Wl (Salix matsudana > alba)TE# /K A Eh E &
i 3BT B s 4L P (RNA-Seq) #0475 % B APETA-
LA2/ 20 S Te A 456 R -F- (AP2/ERF). i P 1%
i€ - P -2 fie (bHLH) FINAC 28 8% % K 7 8 2 L,
MYB I 72 '~ i 5 2 1 % s DR 1o R DR A A8
(gene ontology, GO)/r Hr 7~ | 1X L6 72 e 1K (1) %
KT ReEd S 5 REE I, BE IR, 0
PEATERR . EYBERE SR REEY ISR, A
I R [ £R14 (Chen%52023)

V2R . | A=A R
FEIE B M B b B A AR . KA RNA-Seq
R0 ] 3k 3R 38 ) 4% 73 7 (weighted correlation
network analysis, WGCNA), 5 51| 7 454> 5 fp 36 i
A% o S5 R R 161 7K Jolp 2 1) 7 A% 00 JE TR, IX 2
% F R IA F K (differentially expressed genes, DEGs)
F 22 5 RS A IR BAR U =0 8 A A Rk
(Liu%52024a); ¥ AHE7E £8 paE T 8 i W0 e
AE R BE 1A < H 2 [Sucrose Non-Fermentingl
(SNF1)-Related Protein Kinase 2, SnRK2s]. G H
BB SZ4K2 (G-protein-coupled receptor 2, GCR2)%5
B IR T ) I8 i T TR (AB A 5l %, T AE 7K T iy
BRI RN TE O BOE LB L (alcohol
dehydrogenase 1, ADH1) A1 P4 i B fii &% 1 (pyru-
vate decarboxylase 1, PDC1)JE [R i@ W 415 5 4 5
AL, DA R £E S 28 5% 18 R 11 g & AL S (Wang 55
2022b). HfF 78I Kk BI, 7KIEIE & [ (aquaporins, AQPs)
TEARAREYR T KIS . BE AT W S
firia vt A CEAE R . 90, 204 AR 4 it i
UHEVRIE IS PN E 2 1 1;5 (tonoplast intrinsic proteins 1;5,
TIP1;5) [ J& 3 X 38 2 A I B T A (an-
aerobic-responsive element, ARE) Fl 2, I Wi M. 7644
(ethylene-responsive element, ERE), iX 28 Jifi 2 AF
TG (cis-elements) A] e HAE 52 & i iE T 4% B0,

I AT FLER . HO, /38 A Sk 1 s A 11
i 32 14 (Guo52024) .

2 KREEYRMETFE. EREESHERN

R

+ 5 8 L PR ARAR R K R, KT
S o> TR TH S A A & AR B AR . i, SRk
ALK LR Z SR, A2 2 ECO, it
RESZBH, g2 6 A AF AR (Lus52018). A 1EH
SZRH, HL AR I B I R K SP3S 00, BHHL O,
O3 %5 ROS J1 2 [ 48 A 452 73 B ™ HL (Ren%52019), B
W A FH A 2 DR B N 7K 23 AN A2 T 52 1) e 5 AR i
(Sun%$2019). T 7E &L BB R, FEYIAR A K575 ik
FHEEFALER SRS ERMBES, WA
DU A3 s 7K 43 (GimenoZ52012a) . 7 AR A
T B AR A e R T 2 b T el
T e J87 B — == 52l 3 A B — 2 Jilp a4 S (R ) e
UET7 1 (R2), 154 B B 74752 B B [ R4 =2 6
MTEEEMEr F 2RI A
21 REAEYRNTFRE. REEEMENEK
AL FAR SIS B TR A
211 EKT

. T ¥ (Populus cathayana)Zs 7% v A A
H A R A 50 Ehm e e il e
W H WA . Hlin, T5. 100 mmol-L™
NaCl & H & & il 2 BEAK 1720 B A
MK S A&, N TR, BRI
SR 2 P, ot AR E AL AR
TIKEAV, — & RV M A B 2 5 (Yus$2020).
H W FEA (Populus yunnanensis){E 2 A pia ik
RIS 2 18] 22 57 o VELAZ BE A AR AR 1) K v AR
TYRARREAE TR, SBihafEEE TR
N, AW E TN AR U0 21 61.6%,
TR P A o A o 25 ol 3 4 ) B — B R R 52
R, H A PhE T Ak 38 e T ME T (Chen %
2010).

bEAE N\ TR e 2 B AR B W [F) & F, T AL
FRFEW S A A I i S H B H 2832 . i,
Li%F(2025) 456 17 R ANUIRFE % ] 5 GF-2 2
EEEG, FIHBEVLARMRE R HE S & 7 LK
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TT0THT PEHMEWE ENND R LEZ LI ' iy (VN (- T F/MOBN ‘g (vundvywo smndod) gy £
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gy~ BRI R K IR SEIAEE R 0 Vb B X A
(A g, oK 7 5 ER40AH O R R R )
LE AT I8 86.8%.  Hi R /KR T-4.5 mi 4% A= K #H
S UL =N SERTE S DI /L8 ez S |
T 2R, PR IR A A L, SRk A EE 1 25
B2 T B E A KGR M, RIFHAMIE SR
Y 2 b 3 A e K B R HL SR REE i X
T G i 3L AT 5 [X SR P A e AN K B R A B R L
TR, FRaRTA 1K S ) M
2.1.2 ASIE N RR

M 1) F 5 R0 ER ol s, 4EFREK 7 R I8k
DI G BRI i3 B 1 3 s BUAME X AR A (1)
AR, flhn, # i #(Populus talassi-
ca) 5N 2458 J5 A8 4200 mmol-L™' NaClFIF 5
i R R B R R R R N, A 2H 21 (palisade
tissue) 3 5. ¥ 47 2H 2 (sponge tissue) 2P i 45 45 1)
AL, A BT 7K 7R (Suns$2023); SERAET
FOMER S A ia R AR e B M IE 8 25 R 190,12 5
# BT A0.26, K5 2 WK TR FL 4 R R DAY
S AR R IR RE 70 (Liug52019) . — 006 o [ 57 58
YOI RER N0 55 R W R BIE AE T 40 A A T
WG SS A P P 3 . SR . L 25 2F 45 W) (euhalophytes)
MG A ZE A AR L, R K
T 8 Ak 25 ik 6 25 A # W) (secretohalophytes)
A Frik i) 26 IR Bl 2 22 Y (salt vesicle)Z5 79 b 45 14,
Rt 2 R R HE AR b B SR A2 #E 4 (pseudoha-
lophytes) [ 3 LA F 4584 1] 73 A 7E R 2 3 Rl
KAy, FEkE G = g b ) = AR 2R (Luo®52021)

S i B A R AR W R0 | AR 2 P A 7 T AR S
BSCEAIEE R o 10, 20 AE A it ek SN 2198 ==
FEF S8 G, H #E BEE (bulk modulus of elas-
ticity) 3 0, 2 BEAR 4T B A, ] AE B A K K T 4E
FE A X & 7K & (Beckett2£2023); [ ##¢(Betula platy-
phylla) FIRR & (Quercus) fE P18 1S AR R & 474
R 2= WAV A AT L BE B, DLSE
-5 A T 4H BB 5 E (Tikhomirova®$2022) o

RAFY) IR RIE T DAERIR I Ly
TRy o i, £Fante B SO 2 224K 2]
P, HAR 2B A K AT RAERFE291.5 m) 55 5 =,
RN BIES 5JZ LR R 32 870 s ma i g vh, AT

fE—ERERE B G 7 #h 0 AT 5 A RIFE T, L
M 7 25 1 5 AR ) - 387K 350 2 9 (1) 22 1K (Barrett =5

2005).
22 AFEYWMEFE. RRESESMENERE
AL FNE AL

2.2.1 HEAMERSHTFIBETIHE]

RS CR N SERICIRY | F eIV Svi S )
AT, BTSRRI 32 2 2 i 5] e,
B33 A AR AL At 22 TR e B B T AR .
ARAAE Y PTIEL AT A YERE . Profi2% A 15 W) i Al
DU AR H AR 8RR a8 45473 (Lu g 2021). il
T 5B 3 359 455 BRI 7 - ] 1 A S B
251.24%, SODVEMEAE e . 5 a7 il 2
SFFRZL2.36% . 1.44% (Plesa%:2018), K {EFEA)A
[F] 245 B (A 1) & 2 2 e A o0 T 32 P BB R . 4
1, S5 36 A 4T 5 A9 v S RN B B 1 % 2 £ (high-
affinity K transporter, HAK)J: R #E 22 i ik, A
T KR I8 H AVE T 0 IR, LA 2 A R 98 AE )
I8 %A R B AE KA A RS SR (Liang 55:2020) . &5 77
BIAEAR 4 i HE 45 44 PE B 7K A6 A 4 (non- struc-
tural carbohydrates, NSCs) 1] G i i 7533 1 15 2% fift th
T 50 FE 3 ) IR #(Ravid§2022) . i,
TR AERHE T, WA AT H)5- 2 5 Sk
IR (5-ALA) TRAL BB 4l v J5, HEMDA % & Al
FHL 7t Jii 5 i (electrolyte leakage, EL)/K T~ i 2 [&AIE,
Pro . Na' iz EAA/KBIEEALERER
i B, RUS-ALAJGR 7RG A4 4EFF T
A A I I ) 50 4 % (Jia0%52021)

222 XEEARNKLE

EN S ER S RSN S ER- A LW N N R /B e (S )
F ER I ALFE ALK R CO, M S AT B 2 51 2
— RN ESEII G 1, ERWE A+ 5
B I AL SR I 3 3R 2 PR A AR ES (de-epoxida-
tion state, DEPS) i 3 #2155, DEPS 5 /6 & %K & 71
FHIG, DEPSHI 3G 0 1Ot e i FAFE K, BRAK T
PSIE KW ERCR(F/F,), NITTRYTT T & R4St
5% E AL 345 (BaraldiZF2019) . ARAFE10%01) 1
B2 7K R A1150 mmol L NaClSZ & Whé (1
KIBMEZE(V ) B KT AR FE () I
A5 ¥ (mesophyll conductance, g,))« P,» GZFHH
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ZHUT FE T 75%~85%, 78 KT HL T 5 e B
JolIEL R B HE #E(Li%%2025a) . MengZ%(2025) 1 3iF
ST AR (1) B 2 BT o ol A B ) A R 2R A
A AT IR A SRR
SIEZETE RGP, PP F 7L 2 R R H
MR, HLA2 T 2R B 5 & Whia AR
il R T R i . IX PR S PURON T RE YR T
TR FIBE T M T S a e 1Bk,
TR AAE ATEA AP BAT R0 5 AR 55 il
(A I B LA o
2.3 RAEYORES. FREEESEmBRISFHLEH

BT A R D B () B D K I o i, BB A%
KU EA A SRS 2 H IR bk
W, DA REL ) W L T8 5 G ) AL B A T
L. BN, J8 it 43 K 240 9 H1, Ndayambaza 25
(2025) 75 HH 7 Hh 45 5 H 184 e v 52 8 2 Jily 3 1)
WOX (WUSCHEL-related homeobox)#% 5% [ T 5 %
H3E K], Zhao%5(2024)1E AR K35 (Casuarina equiseti-
folia)h % 5 H1641WRKYs, Li%(2022a)1F 3 jif 5
(Xanthoceras sorbifolium)P % 7€ H 126/ "R2R3-MYB
Bk R ¥, VL[] A (Phoebe bournei) i 3 22 Fifi
Ak A= P ol 36 1R bZIP A1 CPP 2 % 5% [X T %5 (Feng %5
2025; Liu%§2025b). JA 3l 7 ¢ SRR 3 M os 1
AT EA SHEDE R hafE s R
Ot BEAH G (R I 2 A FH oA, 977 0 R 398 355 0 132 7
(T C-rich repeats)- I B 7044 (low-temperature
responsive element, LTR). ABAN W G/ (ABA-re-
sponsive element, ABRE),

B RAR A YT F A 5 i LK D Re 56
WE I FEAH X R 22, W3 R (Malus domestica) |
MdALBD3 (lateral organ boundary domain 3)Z£[A](Liu
£52024b).  JC F W (Acer truncatum) ¥ W 3 G G K
B FEH HLEAI (Late embryonic developmental ab-
undant 1) [K|(Li%2025¢). ¥ #H K (Magnolia bi-
ondii)f)MbCBL4 (calcineurin B-like protein 4)3&
(Ke&52026) &R A7 A0 [k (¥ UDP- ] %) #f 2k 4 72
I (uridine diphosphate glycosyltransferase, UGT) %%
F: A (Guan%$2024; Liu“$2025a), #4671 HAEME
WA B R SR e B R R B AR . (HIX R
B R EAT 1 T SR ok EE W aE i Ab B, I

B AT TR MR S a A2, RREAERSRT
AW IE AN R 2R A A AL A AR
NRF, I 5 B — i a BT X E, IR &
3L P A o

3 AAEMNT2. BEASHEMAEK. &
£ & IiEE MALH AL SR

3.1 KL

AR ARG BN LA, FEHEK. T REAE A
N, ARAKE P — B 2R B XS 7K 4 () 2 U
FEBRARTAAE o AN IK 7 M) ek I 380 25 b A L e 537,
SRAE B AR ) AL A B 22 e, AHX = FpJihie
Z 18] XS — i B R, EAHFE W, L [RIHRPT
W E(E ).

EWra T, L R R AR
AR BRI BIE B, AR & B 7K BE 77(Gimeno %5
2012). FFpa N, RARL S A EHIK S AT
PR PRI A7, 30 ek AR 380 25 P A JoiE 0 38 3 ) Hb bR 43
385 5 DA AR R .40 B (1) B2 K B 90 P <A L(Lu
2021). MAEHEKMME T, O 8 B3 L &
2 DRI AD, KA R RS G 2 R T A R
7= A I ATPYsk/b>, #R 2R D Re S B A 7K d 1 2 1 %
I 5| i ) (da-Silva Flldo Amarante 2020; Martins %5
2023). HR XK 73 WSSO i i A A1 2 T Tk e
EE s W w1575 s S PS5 7 N ST R e W N
DLV 2 7K 43 451 2% (Toral-Juarez 25 2021) . X 464 3
A E R & Wria N — B EBOR: —J7 T, X
FLOCH R T T B A K A T B CO, F O, fiE B
AR, WP R Bk = O, 1y HL - 52 4 5 B0 1 it
#& MROSH &, CO, it 32 Rk — B4 7 Ob &1k
A )4 K (Khan%5:2026); 75— J5 1fi, ATPfit
AR T IEE 8 H WNHX P D RE, B
B3 SZAMGI IR T 553 R R A i A 4 (o S
2024). EMIE T EF NS E R ILEE,
ESEYEE G ME NAK, EEp R R —
JE R P E S . N, KA TE
ZR AR SACL R e 7 ATL i DA R0 HE KT R S 3R A
IS ERES iSO A IR AR C Y 3 Svia T RRE /DN (i
4 7K 35 (Plesa%52018); 2= POD. CAT. SOD%%
P A AT 1 DL S A 14 (Huang 552022); {2




B AR K (K T h s B H 2 A 60 38 L (7 30 725
FE e kEmE
RN, RE ET /
RS, SAE o N TN o o T AR AR
B, mZEn R 1&?&[&& BEAR, HHS.
RUEEES, A | R AL, K
MEEE, FAR —
ER, SR B :
R : AQPs3EHE WL BEFR S AIER
S405) o E i
ATP{#
e ~_ ET[‘E‘/ | ; |
METAMIE. B iE kel | - mmomm oo VEIRE | e MBS, B
R, RERE S - i ot Ao
el \ srieaEn % LN
S EMEmE L z
CEFEE e NED. B
VLR T
f BIRER
e e

E1 kRS E KA EE R MYESR S5 KB
Fig. 1 The differences and connections between water and salt stress on the physiology of woody plants
B 25 AEFm B XA AT A BB vm 218 AR EAR R, AT AR A A 3t AL 693E AL

HENHX. SOS%E ¥ 45 iz B F M RIA LR &+
B F(Wang%52022b); {23 AQPs [ IA 42 /K 73 Fl
74 i iz % (Patankar%5:2019).

KRR &A% B W AR5 1, 5080
F A AR 2 (17K 5« RIS AT DL 4
FrAEKAH, Bl X Eh. BTHiE5ET
AMHESERE IR A a5 . 5, 75 KR
SBEEWIET, B BT 2R 8 <2 (Carter
252006) ARG 2 A 1 LB E SR (Azizi
252017) R MIERR B AR I EIL IR 5K AR T E
(suberin lamellae)7E {2 HE SRR . 7K 43 W e AT 5
T %32 7y T R ¥ A H B 1)/F F (Krishnamurthy 55
2014), fETRMEBEEWIE T, W0
U (Liug52019). 736 SRAE M0 7= A= 1) 26 i 5 R T
TEE I Z B AR IR UK 43y PR 40 B Na /K {E
DLk 2 B8 ¥ 25 55 (Luo%§2021).
3.2 HFIEEHLH

RAMEWLER K R ER B ) 7T 4%
JE TRV 2 PR RS . o, BT
T A7 A2 K 5 30 85 e e 8 o R A A% O TR AR R H
(Tang%52026). RAEY 5 IT. KIFHEREA
) L 55— 05 WL DR SF VE P R I 1,

At

bHLH. NAC. MYB. AP2/ERF. WRKYHIDREB.
R T DI Re Sk W 5t R %, lan, i
I8 % B KWK 75 5 B bHLH %% 5% K -1 MfbHL-
HI145V)\ MK 175 5 B WRKY % 5 K1 MfWRK Y17
(Huang#%2020,2022a) 1) % = K40 B 71 72+ F F13E
JHME T AOMDA S M HL iR o it e 7K 1 1 Sl 25 AR
A, sk R 5 A RS Sk 2 6], R AR
SR T 2 B T ) 52 2 45 I 2 ] g R A T
A 100 45 A 7 A R R 395

AT 2 AN e ZAE A M EE . AR5 3 117 3 22
Wy, AT YEFF A 25 K R e S SRR L,
Wz 5EE S Ky 5P, s
DS s SN NI o A LB ULR: 17 B I A @ £ (S
(Tikhomirova%$2022), 1, NACFIMYB & i} 1%
A5t 2R i B L) I 28 % 5% [A] - (Ohtani Al Demura
2019; Zhang%52025). 40, H#EBpMYB4#; 3 [A]
TAM AT R PEAR B R G R L IR A R A
2T 4t 3R Tl R DR 1R 2 34 52 ) O A 4 I BE 1 5 1
e HLH,0, /105 75 BR B8 1 (YuZs2021). ERBI
HEE A ISNACLE K3k & 116 (vascular-related NAC-
domain 6, VND6) I /K AE BE A JCNACZE #3885 11 1
(secondary wall-associated NAC domain, SND1),
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ZH B4 115 5 % A 3 (wound-induced protein 3,
WIP3)#S A 38 I o 4% R 1 2= 75 & oK o503 41 i BEAX
AT AL, 4ERE R AR KK B (Lin%F2017,
Zhao%$2025). ZRTM, H BT A BRIV iE
ARG LR AL R IR TIR A IR, AR T E AT
FFEYY . BRRAEMZ U0 T SHEARFE,
13k — B IR ANMIT FEAR BT 2R AR AR HU & A (1) 3
.

KRKATEY) R 4 R GAE RN e A5 5
Je B0 B AT R R A BRI R R IR E B R
HEPWEH. filln, £ R 5w ERPHE R, S RRNA-
Seqifiik F| ) 174DEGsH, 15/ 5 ABA.| | Ik-3-
Z. T (indole-3-acetic acid, IAA). ./ (ethylene, ET)
FH 3% 25 N BiE (brassinosteroid, BR) 25 i Y3 & (5
T S I (Li%E2019); 5 H ¥ (Populus przewal-
skii) 7E 2 e R B g & ABA Y4 S AL A
P IR R, AR R ABAE 2 FIEIAATEAR
Rizchn, B R K F (Faisal 552024). ik A HF 7T
KW, BOKSRFETH 4, ET L2 [F{LABAK
F, AR )X ET S HUR(LiS5E2020b, 2022b), ARAKHE
YIRES L TAANET % 3 1A € iR Bl0@ A 214k
R SRR 7K 23 MR (Liu%52020a) . BEAT, FEH)
WA 5 BRI 5 e S N T8 BORE 2 164 1
45 0 % DL 45 3R B B U s, R A HE )
it 52 46 A= Yy i aa S 1 4 AL b 5 0 g (Liuss
2019),

4 DEEFRE

L5 BRTIR, FEWEKT R AER I E S E T, R
AAG ) T BERE L 22 Foh AR RN 4y e R AL A, DA o
FRHAE RGP Hrh b R BIAFE 5
e 1] AR ELAE Y, DAROR B0 70 B RS 20 % o

KEFARAEIEIRLIK Ty Hhon kL Eia
IR FEVIAFAEVE 2 A A2, BRASF AR RIR AW FUAT
o R AE AR J5 i (D)X b aE i e 42 1 A
2 B2 U8 R (R 20 it o o 3 AR B 05 5, T B AR
TR A A BN, Wk TR S
-3, I P22 5 T e 3 BUBUA AN R ) 45 JRi (Bueno
£5£2022)0 (2)HUb 2 5 T Sl i i = X6 R AR A
I TE o SEARARE LA R BR 1, I AT 7T

MR Z 8L T4 s R 4w . HAR AR
IR B 0] e R RE v, BRI T L% B R AR AL,
TRIEA R, B RS Ie oK. HAHAR
FEB R B A MR AR R, HO R aa e
I T BE G T S5 I BSGAF AR R 1 52 2% A PR AL | (Taoufik
£52021). (3)Mpae i 7y 2o T S5 A 1 240 H [)
Fo SEIGEME M. BE. BE LA
(BB B R 22 FERNIE3N), thIoik e Bt
T D AE 2515 28 B B2 A 5 3 P T e e o 7 ot
T2, S B+ 5 PP AR S 00 25 2R 59 S PR (Ver-
slues$2023) . (4)fif = {4 (1) P AE A4 300 vy 25 () st
AR R o BT ARATE Y I 38 4% F AL 3R U,
HA KRR, M DGR 0. I 55 5 A Y 75 5
B[] P 3R A5 AT A I R R R R . (EA3 i B2,
Ca0%5(2022) 1 K f1CDB (cut-dip-budding)$z A F|
& AR A KT T (Rhizobium rhizogenes) 17 44 FE AR,
TG i L2355 77 B 0] 78 ZE R0 ZF [P I 32 40 15 T e B A
ML R, 7T 734k B 56 B (1 i R DR R AR, AR AR
T B I3 A% e AL A 3 T SR 1 a3 J (Ca0%62022).
AR AN TR E 2 H PRS2 2RI X, R

5 RS 5 AR A VAL, VB AE S Rtz B AN
BB ZPUEMAR MM R HENS SRS S %
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