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Adaptive mechanism of terrestrial plants to waterlogging stress
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Abstract: Flooding is an important abiotic stress that affects the growth and development of plants, which
can seriously affect the morphological structure, antioxidant system, respiration, photosynthesis and hor-
mone metabolism of plants, resulting the reduction of the yield and quality, and even causing a large area
death of plants. After waterlogging, adaptive response like morphological structure, physiological metabo-
lism and molecular mechanism occurs to alleviate the adverse effects of waterlogging and reduce water-
logging losses. In this paper, the response mechanism of plants to waterlogging stress was summarized
from the three aspects of morphology, physiology and molecular biology. The aim of this paper was to pro-
vide a reference for the study of waterlogging resistance of plants and to provide new ideas for the further
study of waterlogging stress.
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EHE KD REPIAT —UNEE EmiEain)  TERRRK T S EUE Y B A AR B B KA (5K
IR, Kot Z 8L DIt A A K HilR2020), 25055 2 0 FE Y0454 10 52 i A 7E T K
KB W RA R (KARD1993). KoLl sk 2 S 7Y S KSR S AR A,
AEAE WIS R fE RO, R R TR
O A s KFKE G A EY SR E. R wis 20210516 1E8F 2021-08-14
LKA S B AR DU H 50 I8 E (waterlog- BB BUNBRHURASEASTR (BFHT R 2021 —f 009])
ging) A1 % (flooding). #55 f t T L 2 B 75 16 REURR SRS (1a6037D), TR i

o i TFiHE 4> (GNYL[2017]009FX4K T37) FIk 244 “SRT 41
KAy, MR A K (R SRS 8 52403 5 7 A T b il 5 H [ 5k SRT 5 (2019)311 % 1.
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O, B IR TE BUR A B FUR A, S B Y 2
HEERA, T CO, M 0 S5 AR 249 N (Patel 55:2019;
Sairam%52009), BEEY LK 2, 1EY) = 5 FE A
(Boyer 1982). AH4) Ay N #s /K i id, 78 Filhie >k i
JE B SR AS . AR AR R LA
A . Food REATL AT BESS o =S J7 1 (DI
S L N AL P R A KRR, REEAY)
R IHFERRAR, A7 3 5 IAFIE I 8] (2)MIC S ik
ML 5738 JE P IR A, B2k 2 SUR BBz fnh ==
S, BB BE I ) B IR RMENLR: B H
FEL P 8 P Al AR A R IS N T, B2 A AR &R
A B A (Patel %2019; 5K i #2020, FK-Ha 2 F1 5
£ HE2015).,

bE & SR AR A, WP R OO B R AE
Ve AN B E IR 2 —. 2000
EFN20114 (8], 56 PR 2 kR I k12174235 7t
(Tanoue%52016); 20104F 2 K, LAEHH, EIAE, =
A B S FIBECAR  455 H [X 33 7 7™ 2 i3k 9 (Kundze-
wiczZ62014). R E R Tt 1 A2k iy ok FH i)™ H
E K2 —, i F544E ) FoIE A 4R X3 % o
Ph 7 A SRR S I R AE2.783 3k, I DL AE
0.011 8¢ 3 £ AN B b T (Zhang252015),  [Al I,
B FEAE YN 55 i AT, 52 Hebos v, ek =
PR X EH K RO HE K E N T4 1)
WA RERAER . G E R A R S
P NS REREAT TSR, IRV TS AEE Y
TR e sk R 2 45 O, DUBA D9 A8 A it 35 WL B A 9 I
BB g 2%

1 RASEMREN TR SRR

0w SER S8 Al TN R (RS2 W7 S EREY)
TH, AR A KA AR Y AR Ak (Eysholdt-
Derzso #lSauter 2019; Panozzo%52019). Y%
Jo 2 MR FR AL T A B R AECIR S, 40 B A SR R I
ARNTCAN, SRR L. FLERSEVTI =)
KERR, BUTR RIHMIET:, 71 BAREEE I,
TR ARG JI A, SEmaf oS 7870 R R, AR 2%
RIA R, TS S O A R H PR AR (Sun%E
2018). VEZK BB N HT T B, s 2 i V&, 2
A8 MLk e P T FHO 2D (Tang FlI K ozlowski 1982) &% 5]

AR, FE(RBER2012).

52V e R I AR AN AR A5 1R ARG, R AR Y
25 BB I Bl OK B S 7€ #R (adventitious roots, ARs),
DA B ] 5 B 1 = L PE T ) AR AR, T 32 1=
TR (TR i 77 (Lin%E2004) . A 7 AR AR 2 4 Mg
FA 5 () 4 B 53 2L 68 0 A AR BEE A, R IX A
B A 1 < 4. 2 (aerenchyma), 2 P4 #5840 271
Bt R K ME R v, O, BB far fE 77 W 8 e 38 (FL 4T
£52008; WA EE 20115 FHAMEE2012). i FRIE
SR BRI I B AR, M4t A i
O, th &Mzt B M br. AR 0,142 7 i,
HREER AR BN EE, T RBE IR, JR/>O,HIAR I 4 2k,
PEREO, T AL AR R 1L, PAGZ ARAR 2% ik 2
J#piE (Colmer 2003; YamauchiZ$2018)

R R, WK 5 I H L A E R
TS M AR 22 5% (Wany 552017; Rasmussen
FE2017; BB AF2009) . HEKSRAT N, MY &S
H N NG R -2 R PR TN - 1- R TR & I
(1-aminocyclopropane-1-carboxylic acid synthase,
ACS) 1 ACC A 4k, I (1-aminocyclopropane- 1-carbox-
ylic acid oxidase, ACO) ] 3k [ %% 5% = & 18 i (Rauf
2£2013), 123k T 2 # (ethylene, ETH) ) K B & &
L o NS o (BT 05 S TR i )
HIFEFALBET  (programmed cell death, PCD), 4 fiiiHE
ARGk, HARRRIG R, TR 1l A2\ &M
2011). A 5 bl PN % 0 T I/ 7K fi# I (xyloglucan
endoglycosidase/hydrolase, XTH) s& — Ff 41 it &% ¥
st PR -, T SO 2 B R TZ AR AR R /DN, 5 i 4 R P
A, HHXTHs B K dwil, 52 05 005 5 W0,
Z 5YNREE Y AR, KA R, XTHI 3,
XTH32. XTHS. XTHIRIXTH23% 5 7 T K41/
8 4 2 A (Thirunavukkarasu$2013). ¥ 7K
4N, & MW N G 1 (ethylene response factors,
ERFs)if; 5 AH O 5 IR () 38, 45 A 8 1R 1 E .
FEF AT, A LA O R A CSH eIk (2 i3k
CAHAR, TR 7 AR K R sk, IS EEK
REZEPHA R, DUkl R BN 066 /), 1 —
A R R I MR K i B, S AN ER
I B (Vidoz252010) . 7E# RS 7+ ', ERF-VII (the
group VII ethylene response factors)fi 72 HRE2 (HY-
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POXIA RESPONSIVE ERFI)t 2 55 T AN i
[RITE, HRE2(1)1S 2635 7] DL 25 4 s AN e AR 1) 2
(Eysholdt-Derzsofl1Sauter 2019). 14 #f 7L F£ 1H, -
TEEAL 224 o3 ) K B B I s e T Yl 2
ARSHIHE ili(Verstraeten£2014; Wu%52020), i F
14T 2% A 3T A U-HO-1- 1 41 2 -COA% 4 i 1 3z 4
BEIREIEH . el R A N2 A (phytochro-
mobilin synthase gene AUREA, AU)R] LL4EFEM: Fr
L RARAS, S sk, HahAERKR A .
AUDJRER R P S i KRR R ML R, A
SRS T N T S N A N S o
T M F A S BEHO-) RGN, i — 20wl
B R, FHor i) T iR P CORI RIS &
TZEPFARsIR A

2 MFIRIERARER M TN EREZKEE
=1EH

TR BT, R AR o S A PR AR, 0 K PR
T 5 A TR AAS e, AT 1 2 b AR i
WA A A B R A (Zhou®5:2020), s H i A7 42U P I e
AN TCE TR, T 2R 2 A5 iR (B AT FUR) 25
T-2000; Schmidt&$2018). HEY N YERF & N g & it
94, KA T 2, g mae =gk, wob
RE B FE AL, HEPTHE /K105 3 (Setterd$2009) . #E7K e
VI 2155 5 ENE A Rl (sucrose synthase, SS). 4
B, P9 R R i 2 B (pyruvate decarboxylase, PDC).
.1 i A ¥ (alcohol dehydrogenase, ADH)FIZL R it
S (lactic dehydrogenase, LDH)Z5 [ vE 1, (et 1
W T i A0 i B A R, O AT 9 1 R P AR 1 i 7K Ak
GV AR, A2 ATP L SANAD', 34 In4& ;1 i)
fe & fik N (Panda M Barik 2021). {H i 5 4 5% i 1
JEE BRI, AR £ % A 0 9 FE I (Zhou %62020), 2,
M. Ol FLR UL KN AR S KEE =K =R
(Sokolov#%2015), 4 il Jii B2 1k (Portner 1987; Peng
£52020), FE) LI 23 27 AU FE AT AR K 2R, gk
AR KA (M1 85452016) . LRV LT,
2R BMEANG RS AR . OBE KRR
PEVIT, 2 ARt oK a8 (MR 56 H552006) . ADHZHE
WL LRI RS 2 T B B0 AR I 1 — A S
filg, nJ AL B S R, BRAK Sl R AR A,

YRR T RERPAT, SR BRE SR T AR I ARV I
Vi) (3 T8 P B2 32.20112), 2 i A A P b 2 A1 AL B A )
A7 S g 2 — (Crawford 1992). [ % il 38 I ] ()
ST, TR ) ) T2 G5 A8 R A M AR Ak, R AL
AN E R AR BT R RO, 3 i, {3 TG
W LA A EPIR (Vidoz552016), ATTHE 58 1 Tief
T o

TR PRI A 70 55 AELA) ) T S5k 2 R ) %5 D) AH
Ko FEARESRAE T, HEA W] E i SR P O e 5
DRI -7 (R0 R 7 1 FH R T I AU 52 1 i DR PR 395, AT
WOE RIS 5 18 S AR 2GS A 5 (Patel 552019)
FEH A RAF T, ERF-VISZK IR IR A RAP2. 1240 T
RIIRA, SWtAEGHEEALS & 81 1/2 (ACBP1/2)45
B AL b (Patel552019) . AL TARERMF T,
RAP2.127 i H B 48 i A%, U 80 2k X PDC AN
ADH{#) 335 (LicausiZ2011; ZhouZ52020). 4144
PRE RGO, RAP2.125 >0 26S & I FE 1A R 4t
(26S-proteasome system) i\ iH [% fi# (Licausi £52011;
Zhou%5:2020).

AR/ BRE SRR T, IR AT E R
52 B, R4 2 Bk (anaerobic polypeptides, ANPs)
Bk SO R(ZE44T1993; Sachs1980). Li%(2013)
JSE FH X 1) 2 5 22 St M LK 52 AR 38 )22 S B
R o3 BT R, AR IE 75 55 BT R il
ARG BitErie B A B B R E Ik, DAL E
RS e, (2 M AEK . B Al ATHiiE I ANPs
FEAHEPDC, LDH, ADH. i 45 -6-1 R 5 F i
Hm - IR AU . SS. BEZARE. PR N AR
R T TR Tl P XLl A A TR WA Bl B A T SR B
B i 4, 35 D R AR T R 9% HH 5K Bl (Voesenek Al
Bailey-serres 2013; Evans#Gladish 2017), PDCs&
PdesHE R RIS F 770, N Ol R IBE@ AR ) b
VTR (T B MESE2010), R T A 4 Pde sk A,
Pdcl & FE P IRATH FER, BYIERNRIE;
Pde2AE R rh A 457 S8 (1) Tl R R 3k T Pde3 A
Pdc4 1R /> F3A (Kiirsteiner 25 2003), H.Pdcl 1 Pdc2
FR) e 22 IS A B T 92 v 400 T O T 5 1 (Ismond 4%
2003). 7y 4 PdesF: K 7E /K FE(Hossain%51996). 1l
B 77 (Dolferus 25 1997) % & K (Thelen 2% 1999) 2% #
IR A RS . ADHZ YD A A et A2 o 2 22
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K, 5REARS FNAD ARG 5. Adhi
e ) B SR I RS RE TR, TEAE A A IR
75 FRIE B Adh I FIH 5 A Adh 2 P Tl 2 Y (Sachs 55
1976), 1£ £ K (Gerlach2£1982). 5 7+ (Dolferus2s
1997). KHE(Mujers51993). K 7 (Hart%5 1980) 1
/NZZ (Mitchell % 1989) & tE ¥ 3k A5 Adh 1 3 R 7
YA Ko WK IE T R ORI H ADHE 1A Wy 4
0, Ahdl F1Adh2 3R 15 5 1) 15 25 P vy, Tt e 12 49 i
(Freeling 1973; Scandalios 1969). LDH ¥ ZJi5 4K,
1R .8, R NAD IS JE BNADH, A% TGS
Wogm T LR ENE, BHarca WU IT. Bk
IK G e M B v 43 B8 Y LDHAH 2% 3 (K Adh 2a F1 Adh2b
(R FESF2013),

3 AAERMENMEEN

AL SO T .. BE PR AER
K5y CO, MO, M EEMIE. HY)&4E T HEZ
HKNE, B SREM RS R. AP, G
CHT). MBERKNBH(F, F.'" ETR. gpn g~
NPQ) LA K A Bl v 14 (1 PF R 552019; Wu§:2018)
TR, BRI AR, BAE G fEER T4
H 5 1 (Shao%52013; Zheng%5:2016; Ren%52017).
K BT, SR G RE A KPP, i S ALk
V1, 7K 93 78 R Uk, R AT B 1 4 i (H I <AL
K 2 fom AT 1, PGS - (R BEE2015);
[F] B 2 38 % 18] CO, 1 75 SR A1 O, 1 T 4R (Ashraf Al
Arfan 2005), FEUE AR R, IOLE KRB G
AN 2 A 45 ¥ (Ladygin 2004). 50 3% Wi A
TERE KW, BT SALIR G2 T HOL &3 R K
(ZEJ5 = AL 4ERE2005), (HBE & A € 1R A <2
(T B, O Rt HURIZ i B ) B 5 o5 36 (B AN ~F A A
21-2000), AL FEAWIE K, SaHEHAUKE
(B H5N%2007) . HEPHh 350G 7 54 5) HE %
i, STEM B RIATE L — Z 5K SE(50~100 pm/F),
Pk /N SARAZ ¥ B 77 (VerbovenZ5:2014), 14 et A
TSR E, YR M) 1E 7K A2 A7 (Winkel
£62016), Wy ERTHISE M, 40 F 5T J2 I 2 R) 45 44 (an
RRE) . FLEE. BAREAEZ, &Rk A
Bk, PRAE T SUE TR B(Barthlott552010)
PRl bk, ST G5 1 58 AV A K ROk A

PERTS HE WP IR AT A 7538 < (Winkel 552013), $2 =1 1
i ZE AL F R A

4 MENRIPRENTLREBEEER

IEHAEKFMET, WA NFE— B4Rk
N ¥ 4 4 (reactive oxygen species, ROS) 3)) & T 1fi
IR ALE . FEZK B R, ROSEHZS M7 1,
AN ZEL LB 2R, SEBUBEN ST
(0. BIEHEHEIEOH). T (H0,) R L
BHE(0,)EROSHIF 2 (% E 542008; Rachana
2016). FHRAHIAE K ME 254 FROSIEEFAEH, b
A FEYIRT A B A AL B AN R B P R PPAL R SR
4 FFROSAR M1 17 (W 45 4H2018). LA MLl 32 2
A A B AL B (superoxide dismutase, SOD).
i SF ALY (peroxisome, POD). i %4k A i (cata-
lase, CAT) A fiidA ML iR 4 A ¥ it (ascorbate perox-
idase, APX) %% (Bansal 1 Srivastava 2012), SOD
EHHFRO;, 1 HIE BH,0,M10,, T PODAMCAT I 3=
LHEAH,0,E H,OM 0,0 X = lg 4 B — > 5¢
BRIBTAAEE, WA AR Y S (E 5
£62019). JEBEHUEAL ORI BT 3 B AR AT I R
F. AV TENE. PUIRIMLER (ascorbic acid, AsA). fifi
& % (proline, Pro). a-“£ & My (vitamin E, VE), &
HHEE N RS B H K (glutathione, GSH)%5(Wang %5
2019; XEEFEE2019; R BEE2012; FH3F452012),
XA AL AT LLE BR O3 OH- 'O, 55 v
PR, A 38 e Wb R B2 750 A 5C g 1) 7 1R R 2 15 2%
1993), BiAt 9 AH KB 1) JEE ) (Shao55:2007), M2
e FEL A7 0T T 5% A D T 52 e 00 (T [ B 45 2012).
WVER B 50, 5, il fg 28t Ak, H—0
[HI 0 7] 4 = SOD H i 14, Jek /b Os AR 2R, T #11
ok 3R ER 0 AR, 4ERFPSITR IS PE, JELZ
R . (AR WK B RS I =, Pria i
ARG, BEROSH R, 41 i AR i S Ak
FEYN T S BRGNP ) Dh el SZ AR,
M 5| A0 Fall R i i 28 A AR Y, 5 S0 40 2 P =2
P55, HERMRIET:(Salah%%2019).

BT A AT N, ROSHAEN—FE 54T K
PG BN HEAE R, ARG M N ()RR Rk EA
[5], 842 1E B4 4F 2 5 (LindermayrF1Durner 2015).
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ROSTEARIKERS, /E MG 570 T TR AE K K
B RO () 825, ROS/NOAE 5 ] 412 g i ) A 11K
A8 R i 32 P (Pucciariello Al Perata 2017); 7
SR, AT LA 5NO FAE S 5 PCDAEIE I (1)
P (Patel %:2019), 4ERR4 N 12 AL R F2 A5 (Lind-
ermayr Al Durner 2015). 1E4/NADPH4 L /£ ROS
PR RS, /EROSA S HIME S S hileE E 2
£ (Pan%§2021). ¥ 7K JHp 38 7] 5 ‘F NADPH % {b,
g AH G Kl Atrboh DIFJERIL, 1E M #EH,0, 7= 4E
MADHIFE R FRIE, Yok £, K FERE 71, 2 sy
TEWH IR Z5AF T 4735 R (Sun%$2018). Atrboh D%
5W14 i A5 Tl g, WIEETH S Bk RACS7/8
() 5 53 DA M B4R 5 5 3£ [ ERF73/HRE T FIADH 1 %%
I BL ] A % 2 (Yang AlTHong 2015), LiuZ%(2017)
I 78 K B, Atrboh Dl Atrboh F35)w] i i 7= 4=
ROS, & Ca™ & &, /it $4ADHI. PDCI. ERF73,
MYB2. LDH. SUSIFISUS4%5 558, Rl 5: 8 (1) 423,
$2 e HO0FE T IR AU AR R i 52

5 WIRAFENZHREEIEIER

AR AR N IEBER S 8. G i0s
A SN (PanZk2008) . 24 B AR B2 KW
XPHE KA HY s B 1) B 34 4% (Hartman %52019) . AR
RIEHK KM 2T O 6 AT R R 2 HE A T
$7E 2 B2 (1-aminocyclopropane 1-carboxylic acid, ACC)
R B RIE, B R T ACCE K, 152
M 35, A AL AR Al 40 (Luan%$2018; Sasidharan4s:
2018; XIHEIE4E2019), 20 /& 2 W i i - B

G5 T (R EREE2018), 5 2060 N K5 (MYB.
bZIP. bHLH M ERT) 4 & & 15 1 4% /E H (Bailey-
Serres%5:2012). M5 1] 55 VII ERFZKJEH [1SK 1/
SK2 (SNORKEL1/SNORKEL?2)fi17 7775 2 (gibberellin
acid, GA) & B Rl 3Rk, S INAE Y14 A GA & &,
o R AR T TR A, A A A7) 16 2 S A B (Hattord
2:2009). Mt ATE I S VII ERF5 i Sub 1A
WK FEGA G AN K F-SLR1 (Slender rice-1)%:
R R IE, /D FEAR A K S GAS &, I 224
K, YD e 2 JH AR, BN 7 M (XusE2006; Fukao
FiBailey-Serres 2008). Z.J 1] 7 5 40 i (I PCD )
RIS S BRI ROS R 77 A2, R A 3 v A2 L 1 1

AL ZANIZE2019) 88 A 52 1 (1 T 1 (Qi%52019) .
T L, 20 75 FELA) 1R 55 T 250 B AL ) v R 4
HEENESHSFEM.

A=K R (auxin) 7EFE P TG 43 2B AL AL IR, AR PE
BB S HARE RED R, Mk El
PIN (PIN-FORMED)/ 5 T #5|W-3- 2 % (indole-3-
acetic acid, IAA)TEEM AT HIZh &S . Rk
B, MK NARSHITE R B HTIAAK E L
H M M 32 % %55 V) A 2% (Yamamoto 25 2007; Yavas 25
2012). KA FIAAR M3 ia R HE KL PIN2 1)
F 1k (Dawood%52016), 1T {2 FETAA 7] FE P HE 7K
KL%, MIf Ja 2040 5 25 3 ARSI il (Jia %5
2021). I FFIAANT N [F-T(auxin response factor,
ARF)Z I K2 5 7 ARSI U 1%, HdARF6
MARFSNIETER T, ARFI7TRHFAIEN T, =&
R RIEIAA, % S GH3 (Gretchen-Hagen3) 3[4
(GH3.3. GH3.5F1GH3.6)% 5 F Ik 4 /1) ARs & 5l
(Gutierrez2£2009). 4PIN2VTER )G, IAAREIE 321,
ARs 5 FE (1) 3 3 4 R 52 241 i (Dawood 42016)
KA, HNIR i FTA AR I8 S0 751 1-Z5BRRR (1-
naphthylphthalamic acid, NPA), £ BH 5 5 /i (Vidoz
££2010). 2 JIN(Qi%5£2019) 1 4jH &L (McDonald 1
Visser 2003)[FJ ARSI F S A . HEZKIKFEZNPA
Wb EE S, FOsPINI R S FEA%, ARSI R & %M
(XuZs2005).,

it 7% 1 (abscisic acid, ABA)/ & AE413 55 i )3
HERE S YR, ATE 40 i Ca® . ROSFINO
SEAF T TR A FLIOIT M (Trapet%52015) . FHY
%79 a5, ABAT R E N, ALK, A
RO R IK A B0, $ K 0 R R0, T 3
SRR A IR T 35 1 (Kim 252015) . ZERLEG IR, it 3%
15 AP2/ERF 5 i 3 Al RAP2.6L W] {2 i3k ABA 2= ) &
B, $EmEABAIRE, I OG S AL, B shbiE il
Bifil R4, PRSI, R, BE RS
BrPE(Liug52012), RLRIHE Fi 45 RAEMEIE(Zhang S5
2016). /]NZ2(Nan%52002) A0 H A 1= A7 4l
B W 70K B, ABATE A P A AL A o] /5
B A5 R, S BROR 4 A (Pand52021) . WIFE
KA TR, B A YL (Solanum dulcamara)Z5 FHETHY)

R, B ABAYRE I SR T B, (23 T ARs 1)
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TE . AP T mmol-L™' ABAT] i % I ARs
(¥ B; FH 100 mmol-L™" ABA il 71| —— 3 £ i
(fluridone) &b EE M| 5 5 T ARs [#] 7= 4= (Dawood %5
2016); K IEKFE A JHABA & B FE MK, GAKE Y
i, et 75 (Al (Yang f1Choi 2006) .

7K 38 TT 5 5K FE 1 ) GA G RS (R (1 3R
ik, BT R GA S &, (R R AR K, MBS B A
A 5% (Hattori®5$2009) . 7EAEK AR, L0500 B
FOsEIL1a'5SD1 (SEMIDWARF 1) J& 3145 & 4k
GAEYI A R, 8N GA BB, 3T (A A= K
(Kuroha®:2018); OsEILI1ath ] 5 SKI1FSK2 )5 7))+
B, R SKIFISK2(1HE 5, LA 5 T s
(MFIE, (232 AR )7 A K (Kuroha%2018) .
FEVE K i8R, SUBIA AT 1 INGA S 5 4 i K 1
DELLA %5 HSLRI (slender ricel) F1SLRLI (slender
ricel like )[R B, #0152 GA T 3 11 v H AR 1
AH O35 (R (0, U 42 AR 1 [ A A RI IP £
(Perata 2018). 3 4, Nagai®s(2020)4i8 7 24N JE A,
B 33 5 (Al K I ACE 1 (ACCELERATOR OF IN-
TERNODE ELONGATION I)FisI|=15 [al - [fIDEC
(DECELERATOR OF INTERNOD ELONGATION
1), HIXPA DY REN R FE Y Z GARI . GA
Al LU SACEIMIE #E 0 A L S X 3 41 i 4 24, AT
P KRG T 1AM K o T DECT 3081 R ke 1 =% 17 4
K, TERARBHED) T HRIE LT {Edecl AT
R PR H, 5 4 g 53 R AH ¢ 1) % K| HISTONE H4 il
CDKAIFES AV Bt R IA, (2l dec FEAZ 1A 7]
Y5> 2L 5, T TAMEK, T GALLHE AT #E— bt
FEA) o A A

TH 52 25 5[] % (brassinosteroids, BRs)& —Ffi Kk
SRS PR AW, T SAEY XS 22 Fh AR AR AL b
EPLHE, 123 Y E K & B (Ahammed%52020).
Kang %5 (2009)iff 7t & BHL, 24-3 2% 25 N i (exoge-
nous 24-epi-brassinolide, EBR) 1] {i¢ #F & & fp 18 T
TRG) i K A B IR R R, 1R mR
FANE IR TS 1, fuk A P B YS9/ ROSIR)
FEAE, AT H R G R AU 3Pt 7 . EBRIE
TR TR 20 1P AR, B R S A R R
F A DG S 1, PR 3E BT RS 2R kA Rl
ARSHITE R, AT 5036 A ok PO B SIR 450, 38 S v o

S S 38 R 32 1 (MaflGuo 2014). %3 4F, BR
A CATESubIAFEIH iR 3% N 5 GAEAE, LR HI/K
Tt b . WK, SublAREKROKFE I BRA:
V& Rk R Rk R, AT T N JEBRIK P
o, FEGAT R K GA20x 755 5%, fEGA
TEFC. RN, GAN T8 SAE#R K A T AT
i DELLA Z i i 2 GAAE 5 # il K 7-SLR1 #5 [ 7L
VA, AT K FEAEAR ) (Schmitz452013)

2K #1112 (jasmonic acid, JA) & 2K F] BHE Y+
BRI — FhOsRE R DR, T ) AR
K FREAERIR IS i (Alisofi%52020), 2
S AR = AR ) B4 S8 (Ou®$:2017; Balfagon
%£2019; Ghaffari%$2020). Xu%§(2016) & B, 5715
OB I i R Pepino ) T I HHIA S BEAEH K2 d
Ja 2% B (M2 f% o T i 7 s Foh < Zaoer-N" (1)
R TA 7 B AE HE K O R v B3 PR A, UERHTA S5
W s PE AT e R AU oS (H AR ST R BH, JALL
G 7K A MR R AEKFSAKER- . 5
X REAH B, TA AL BRI 7K K R 35 649 M0 AN [F] (1)
WER, FES MRS PR O
R M BE A0 A AL AR D%, i FJA R 2
FRAR T KON R AE R A5, Rl i o i R
AFRFIEfEEE 1AL K (Kamal K omatsu 2016).
HKFMT, F—HYA FRHLFIAE BAFE
FES. WHEH FIAGSRERKZGH TEES
TXE, HRRIASESR T, gl T
TEGREA LA T HHIIA G BUS R SR H A B 5
AL (Arbonaf1Gomez-Cadenas 2008),

IK W1 (salicylic acid, SA) & — it A US4 2E
KA, AIAE A —ME S 2 R R A A
AR B, s AR KR B IR, e
RN T 2 P E 15 5 10 A2 2 e 8 (Sayyari Al
Ghanbari 2013; Yang252016). —LeHff 55 % B, SA
RE VAR vk 195 i 5, 30 B o) LA 5 VR 7K 3 T TS 52
M, IR S PTG BE /1 (JandaZ52012; ShenZ52014).,
Bai%5 (2009) B 78 K I, A1t SA T I 25 ol 42 1 40T
J\ B 5E(Malus robusta) E A FNHIVEH, JF 5.2 %
fIKO;. HLfig BB IR AR B S A /KT, $25SOD.
POD FIAPX G 1 . YingZ5(2013) LA M (Myric ru-
bra) NiAAF, W 5T T AMESAKT HE K ik iE T A %))
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A B AL, R B2 SA UL B 1K 4 T i R Ak
HAWMERINER AT SRTE, LHEE, R
L3R, SOD. CATVEMEMIHZRE & &, LA
(AR HEL AR R FE S RN S B IR SR IR
B, SATE Bl W 7K R IR A7 THT 28082 7 T HLA B
TER, W UMER—Fhig AR AR KR 5 71, (kK
fra FRE K. FAk, SAgIiRIES 5iEA A
ZURIARSITE . AE AR 40 B P SA P38 0 2= fisk
PCD = J§7, 5 S5 4t o B2 I o i S A0 3, 3k 1 3
FAR N EAHRMRE KT, B HA G
O, MR R ) He, A2 K T ia . 1Ak, SAR)
FRERIE T LRI ARS R B E R, i 7 5 K&
ARs[H R B #E— 0 5t 7 P (Kim%52015).

il B 25 (melatonin, MT) & — 1 B A 55 1 A 4L
GEVARNERYD & SR A IS ERu R e sR fipei K Y]
A= K:(Sharif££2018). Zheng2%(2017)5%} i 32 ¥ 7K iy
I HSE R RATMT AN EE, & BIMT Ab 3 1 40 18
AR mPUE S M SCE A TR A
HL) St 3 580 59 5 407 1 0 HE K 38 B 32 1% 3 48,
MTA W& B K (I MbTSHI . MbAANAT3 1 Mb-
ASMTO) AN T S MTAEH 41 v Y Y EMT
F 7= A, DT 24 e LAl 2F 3 A Ab 3 2 A F8 E (Zheng
£52017). R, ] DL MTAE 18 5 A8 40 5% HE 7K
1B s B AR B E

% Jli(polyamines, PAs) & —K E A IR A 450
(AR R S NE G e R AR A, U I (spermi-
dine, Spd) & H o —Fh, BHF B H AL Sratb.
Tt o 4 RS R 240 B B () e 70, A R AR A XS % R
PAEE A 1 7 A vne) )87 v S A = A FH (Gill M Tuteja
2010). | N AERFFTAMIE Spd it 38 JIN &) B A AR AEAIK
SRR I (1) A2 KRB BL L N I PAS R AR AL I,
SR Spd X AR AU 18 T B4 AR & I AR KA R
BEER, RN TR R PAs B &, AT RIS T
R RPHO, & &, gz 1AM F (ERE2010).
v-2 % T 2 (y-aminobutyric acid, GABA)E & 5 T
T4 () 8 7K Wi )87 B 1] (Gilliham F1 Tyerman 2016).
H A T 7538 81, SR GABARE(R3E B oK A
HGABAT &, fem b G, et )y, mas
O o SRR K B, IO PR AR P SR R R
G B R4 4574 (Salah%52019)

6 RE

RELA) VR 7K e S R F 9 ) T 30 5 O A T
Sz, o DL 3 B A A A R T B U
VIR 5T AT T SR 3 R, A FRATT X v K
JEL I AL PR T A SE IR N o SR, FEIX — B T4
Wi, AR VF 2 v A AR i

T, EYAERK &M T 2l 2 B E W,
X SRR ) I R AR EAR . AR AR R, A
Ve A Rk B AR AL, B2 O, &
AR 2 28 S DR PR R 1 SR TR T 0 I A B 52
PESE R (1) R0 o — LS AR W) 20 B 28 T 2R R | T 24
T A A B AN o AMA S5 22 7= AE ROSFINO K i
AR EE, {HROSFINOSE arfi] HAERE ML ) ?
o 53 TR - e R s 5 ) 356 R R 4 AL I K s UK
JE 2 DL R AR B 22 5 4K AR M A T 52 P A DG 1)
FLIH, KA Bl T IR DR 5 R0 L A A AR 4 e Xt
GERY[SaR Vi o

Hk, 5230066 1E A, MKAFT
K A 0 0 A VR FH AT e e 2, BRROK R B3R
RIS SR E S A, B LUK NG5 CO R
M RAEAEMRAE. KA Z BT AR K FAEK
R 4f, nTHEMK A A mT R A Rk & EH
B, AT A I e IR K R AR SEFIIRCO, 3R ER . 3K
ATy LU T A — S K A A K R e A E L
Hill, AU Ay SE Ak 8 Il 2B AR 0 i v A B 0 R AT R
xof bl AR A A EAT B4R, DA R AR i TE
FEATHEVE SR T AR RS e NS IEARR
REFIFHBE /7. X0 FKAEEPIMAERAS, A
A RIS S 6 77 DA B — Stk 57 5 R BB IX (1) A 7 4
FREEM,

T3, MR AR 10 5T a4 R R AT
BRI Jorp, 200 0 AR RS2 A A2 e S 7K B
FIAMES, B RE0E L 4% 2 Fh e R 7ok R YT
ATERR S ST L, 38 7T DS AR 5 ) 18 AH
AT 5 USRS 5 R MK A BT, WK
FpIEIE B R T B RIE . GA T L
IS R PSS 8 &l b | oW oY (A N W |
AR BN, GARIER EZERIEM . 20, X
SR ) 2R A T B B R I 4% SR R L A )
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SINRENI? AN R ER 2 18] 1) B A 9 245 2 e s 4
(112 VEIK S A N AR CER 1] (R A ELAE FH 2 75 52 38
FER 2R 52 2 ERF-VIIZK R H, A7 W6 b 5 21
K2 5 TARSEAA K Py ia (e B 5 4 722 Xt
X LR ) )R N ATE K X A T T A A vk
i S AR A 7 B B A

e, VK IE ™ E R mE Y A KRS,
A 5 BRI, TEDDP= 5 T R BRIk, BF A4
X VAR 7K ol 3 (1 i SRR, T R iR A A0 i A P (1)
TiE N BATHT R A A B E PR 1) 7 1%
& HEAT TR VA8 ot b 075 298 AD R VS PR DA I A o $5
il 7K S A AT MK BB SR, MRS K A 3
T2 PR ) 2% R R R B AR AL, 8] A ST — AN AT R
B, JFREFEAR 2 W WA ) B S A2 R
MR AEPE AT 773k, DAL tHBo e b . 450 F A1
W5 A AT A RS 7 A R 7K A X AR 3 A
P A P A . BTN FUERBA, AR FH SA.
JA. GABA. BR. Spd. #5228 FlM Rk 5 8 4
A KA, ATIE BRAE YA A TE TR, SRR R
pHIE . ARSI $em i H GGG,
BAAR MR ok S A R 5, 9 Yo7 S AL A0 1) 38 (L
£:2007; AhammedZ52013; 5K yEME%52016; MartaZs
2016; Kim%2018; Salah%52019; [f45452016). &
2 Ak, AT LLis H— 265 F A E R, K H AT
LR B 4 65 ANPs (1) 36 K] 73 85 HH oK, B4 8Pt e
SEPEIHR R i ol by DA Bt it o i A 12
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