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Roles of WRKY transcription factors in regulating leaf senescence
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Abstract: WRKY is a kind of plant-specific transcription factor. Due to the large number of members, WRKY
transcription factors belong to one of the largest family in plants. WRKY transcription factors are involved
in almost all the growth and development regulation processes in plants. Senescence is the last stage of
the life cycle of plant leaves and the necessary physiological process of leaves. This process is mainly reg-
ulated by a variety of factors including transcription factors. Lots of studies have shown that WRKY tran-
scription factors are widely involved in the regulation of leaf senescence caused by various factors. Based
on recent studies on the regulation of plant aging process by WRKY transcription factors, the different reg-
ulatory roles of WRKY transcription factors and the corresponding signal transduction pathways in leaf se-
nescence were concluded in this review. It will provide theoretical support for further research on the regu-
latory mechanism of leaf senescence mediated by WRKY.
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YK EEZ 2K E KR E B, 4 S H4
M. 4 S EMAEMERIET ., R EER
P i 2 s B2 R, Eid =
W e R R e PR PR B K B A B S
A, XSHEYIRE R 2 e E . R A K S
BB, w i &R F i E CO,, WA KFHAE, R
R R A B (KimAF2016). M T fELD) 118
KA = &R A G 3 N2 B B, A 4i i
HRkARZIMAR, AR,
L A i B L ) R AR A I S e S R
(1) 43 fi 51 2 1 i B A% 35 (Ougham 262005) . th4h,
P 38 22 1 HAR AR AR A B 45 R4 Fan s B o
JIE 5T A AZ R R B A AN K i IR AR ™ A2 1 531
RN AT R EON 2 55 AR R P R A ) i
FAIAESSTE TR o DR, i3 R — A2 3|
FE A AL 0 R G ISR, REY N T LS
AR A BA 5 T K R AL A5 1 BE 77 (Gan Al Amasi-
no 1997; Lim%$2007).
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YE F (ZentgraffiDoll 2019). 7& 1 A 490 5 IF
(Arabidopsis thaliana)', 3[R # k1% 7 #7 2 7R WR-
KY # 6 R 1 5 5 2 A O 5 KBS R Rtk
(Guo%£2004). 71 HIEHE T IR I Fr g 2 i i
H, SONWRKY sk R A 214 RIEZ 215 S
(Linf1Wu 2004). fEARZ KIWRKY 5 [F 1, 41,
A JFWRKY 5352 — /M 78 73 01 9 1 5 3 22 A0 O 1
WRKY # 5% K F, K LURPOIN A RS ZFPA
IF (1) 52 22 A0 A5 5 8 B K B R 7, %o LR N
FRPWRKY N F 1 52 22— RN
W 4% (Zentgraf452010), Ik, A% WRKY 2
SRR B 2 RN T TR ERE A
FHEUS T —Seplat, D, AN SCE X SL R 7 ol R
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Fig. 1 The causes, regulation process, and physiological changes during the process of leaf senescence
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5 EEORFE T ERAEYEER, MM ES £
KIRT SR AE AR ED B iE . WA 5 RIET
P RIE AR AR, MR R MR AR Z R ZMES
T P RS A 2 L R A
1.1 AREER: FRRERSIENMAREE

HWE, TR RBEETER. AR =
A B (Guiboileau2010) . -y 32 1) A A2 32 22
Wk R &, B 322 R AT R B FE
SEM B BIFFUER I, BVETE A AL R AR A= Py ie
IS IL R, R 5 2 i & A 2 LM 4 8 1) 5 =X
S HE R J2(Jibran52013; Hensel45£1993). % T-—
FEAE B S — ORI, I R R R AL B
B, 2 54 W 5 B (Gregersen4$2013).
BREY) Z 2L 2NN, R
FERRE R E, W8 R I ik 2 A2 BE A
(Noodén 1988). A T # [ A= JE #% & i il 45 S g
% B B AL SR AR PR AR, U IR R 3 2 (Al
852018), X uegh BULHY, — A E R g5 — R R
VIR R R 2 —RiER. k2, TR EE
MY R T AERR— AP IR,
AR o AR 3 R KT AR AR
555 T 4G A 3E 47 (Thomas Al Stoddart 1980).

YN EAAE R B LRG58 S
R REEH . (EARIIE S, 2 EMEED
BEUE AR T s R E AR A X SR
AR EAER, S —RIIKE . HEMREHME S
M EAEH, LTI 55 22 1 F2 (Schippers 42007,
BeaudoinZ52000; Ali%5$2018). 4 i 4> %% 2 (cytoki-
nins, CKs)/KF 5 32 & R 2 A ¢, HE &%
RN 2 B B 352 1) K85 5 (Gan il Amasino
1995; Nooden%:1990). 4= % (auxin, IAA)/EFEY)
ARKRERSE N ARG EEEH, HiERE
W e RO A, AN A S A KR AT
PLIEZE I Fr 3% 2% (Noh Al Amasino 1999; Ali%52018).
P, i RIEAK R G BEER YUCCA6EL RAL
A K N 2 P [ AUXIN RESPONSE FACTOR
I (ARFI)FIARF235) 1] ZE 2% v %% % (Kim %52011;
Lim%$2010; Ellis%5$2005), ¥ B £ K X 32
ECAMHIE . 7755 K (gibberellic acid, GA) & —Fh
IR G, HEMRMK, Mk, ALK,

T S RHNT A I B  A T 52 4 T TR A AR
F (Rodrigues%:2012). 7E#LFg I+, GAE 5 I
[X-FDELLA ] 548 Ref (i it i v 3222, it Rk
DELLA %4 3L RIRGL 1 3 8 Fr 75 i 1 K (Chen%:
2017), RHGAZ 5 1 22 s, JF4E iz
FErp R AR SOAEAE R . &) (ethylene, ET) & —F
KM ZEZNER. LM 7 F
FITE R HE R, T £ I 8% R0 BAE 6 B o) 77 0 fef
FHAELE T - F7 1) 5 % (Iqbal £52017). £ 5 )
Frh, SIREEYE BOK P, S OIa &
Ji5 I ) 5 [ R 08 2 25 B A (Hunter%$1999). b 41,
Jii % 12 (abscisic acid, ABA)tH B A7 (2Rt M Fr 21
TEH. FEVFZ P, WIRABAJKFAEM 2
TERE A i, HANEABARE H 5% S 5 Z A
Ht [K] (senescence-associated genes, SAGs) ] & 1A I
ek Fr A% 35 (He 252005; Gao%52016; Gepstein Al
Thimann 1980; Yang%5$2002). JH 3¢ 2 N [ (brassi-
nosteroids, BRs) A& il 15 € 45 18 4 5 & 175 N 1] 2 Ff
A2 R R T 6 TR A S [ I, AMJE BRI S B
{233k VF 2 F Y 1) %% % (Gudesblat flRussinova 2011;
Gomes %5 2013; He %5 1996; Saglam-Cag 2007). 7E
BRAY) G Bk [ 1 der2 TRAZAR R, i g R A
B & %€ 3B (Chory 25 1991). 7K #i i (jasmonic acid,
JAY WA\ gt R AR, el S
FHAEMI I 2. R E T, WIRTAZK B8
I a2 g m, HIAEY) G Bod 72 40 5% 2 [
EM gt A i (HuZ%2017; HeZ52002),
IRIARE 5 SN F I+ 2, (HAEJAARBURR
BikcoilH, IAFEARETS T HoH i 5L 32 (He%52002),
ULHIAGG Sl EE S S RENE T EE.
b EREPIEER SN, KPR (salicylic acid, SA)H2
5w R aEz i . AR, £ R R (Sal-
via officinalis)' 322 [P BIF B, SAZK-FHE T,
FHAE 72 J5 B B AR FF A 22 (Abreu Al Munne-Bosch
2008). fEs3h (SA 3-hydroxylase) 5484, /K%K
DRl 73 it 52 BEL T g FEAR R, S 80 A H LR 2 LR
(Zhang%2013), FIRWFFLLE KL, MW R
ZHW S5 T Y s R HOR R E AR,
TR 1) R b [ FH A P9 0 BR3R S 1S R i
IS RS2 B PR HoRG AR 4
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1.2 SMEBE&: BBs MM A RE
TEARFMET, MWEKKE AN HZ 3 %
FhBE IR 20 . AEY) 3 R YR %A A4
I —FP B, 52 31 2 Fh 0 55 e 1) 75 5 A 5%
M, WAREFRERZ . REE(ER). T3, &l #
B . EE 48 AN 3 (GuoAllGan 2005; Lim2%2007).
#hIPh a2 B Y A KR B I AR I E.
TR 6T 6 e 1) )R B4 AR IR AR = o I
b, W FEZ BT (AluZE2014). T RihE S
ot . AR RS B, XA BT
AN IR 7K 73 2R, T 32 2 0 v RS SR
J5 B A 30 2 S A B A i BUR] A (Khan-
na-ChopraffiSelote 2007). 7 &=/l T, if 3k
I 22 P AR B s N, LR B B AR L R B A
WHEEACET S AR KRB TR R
GUUA T 10 H AL RO A AR VP R . ax ik
AL G HUH A 32 N# (Bita Ml Gerats 2013). HE R
SR NT T R R — P 7V,
CIEFZ WA PR RN . Beah, R R AEY A K
B EMAZRAE T, PR SO 7 3 i
Y 2 R R B S8 B T A SRR 3 R
Y T 2 B B i) 9% A E FH (Gregersen 4
2013). EFERZ, FlRAREZ, MEEYEK
KA, MR, NmniEe 52 d . mYm
H RO A R A AR, X AR L
L) 2% o R A A A R B ) 47 1) 5 D) A 9% (Rubio
£52009; Gregersen®$2013), = &)@ il & — 1
THE S B Il A, 22 7K B 9 v ) 4 R Ak R R i
H—IGFEN, ey A HER, Bkk
PLA I R 1) 3 2 RN AE T (W45 [ AT 4E3412019)
FE ) i 2 52 3003 5 B B B RS A B il R
G 52 7 0 SN2, 5 R S R, AT 5 B8 2 A
AT (W B AT 2019). iR 45 REKH,
B 5l AR )R AE A W 3 5| RS R S A
o PRI B () — R R I, H MR Bk — i
B S 23T ZE A HE P B AR 5 oy, B e TE AN R R
RS2 . b Ah, R I 5 2% 1R IR R AL 1) R
JRSZ BB E R, R — BN S,
PR, AT R B A, AT RS R

1.3 HAZEZMEIRIFE

W 3 22 e Y 35 IR AIE 2 A B AR
I RAE PRI ZUEAS . AIFFER I, =2 gy
iR A L R 1) 20k B 3 v T 6 AR i R R IA
#(Guof52004). My W M — RN A AR
b, FFEF SRR EMAI R A ZR. JERSE
TR 5T R P AR R A5, HLIX e B AR AL e —
A2 BN A PRI £ (Guo 2013).

2R 3R 7 S B v AR e I
F AU RAE. MRS REEERY FEE
EE AR bR S SRR B iR A T AU
F BRI, H BN R — AR R . 1%
WAL LA B AR P SR, 1X P IR A AN A () rh
[ A4 R 2R T IR, i 26 AR SR A 5 22 40 i 1 00 v
(Thomas%%2001; Hortensteiner A Feller 2002; Horten-
steinerfllKréautler 2011).

JE o B fife e ity s S R b B ) AR EAD PR
XTI e R B ARG T 7T R B, A4 iR o
- 7L Tk 2L H i (galactosyldiacylglycerols) [ &
AR v AR v W] R PR I (Watanabe452013).
JIE ot o e = gt adt — AU 3 Ak A 1) B BB R A% 3))
I EERE, JFi%ia = 2 1 i (Kaup&52002) . th4h,
JIE I gt R e AE Iy 3 2 v B R T AR e
NEBEDot 1 A 25 5 W AR S S 0 e
(Fan%£1997).

B AR s i R e S ) AR AR
b, FERRIEA AL E RBEVE . sl iR,
FER M 2 5 8 E KR R 5 B 3Rk KR IR
i (BreezeZ52011; Guo%52004), Hrh 22 & R E A
it A 2 R £ I Wl A2 5 I 3 A R ) e F )
Wiy, TORARARR . 702 AN 4@ B 1 gt R s i 2
(Diaz-Mendoza%52016; Roberts%5:2012). 41 ffl P 7]
) 53 E ) B RO UG 2R, DRy S 2 1
A IS 80% [ I s A (LiuZs2008) . 7E I H %
Zad R, MR B AT ReE I A R E B 3
¥ FH 9% WL (senescence-associated vacuoles, SAVs)
vz . /26S 5 [ i 44 (ubiquitin/26S proteasome) i
W Hr 1R 7E F B4 fi# (Diaz-Mendoza%52016) .
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2 WRKY#EREF4HER 72

WRKY # 3% BBl 7 5 51 o 5 £ 5F [ “WRKY-
GQK” 741, Xt & H AR H k. WRKYHE AT
HI PIN I 5 A 2960128 HE R ik 3k 4H i [ DNA &5 &
25 K18 (DNA binding domain), C¥iti & 5 £ 48 283 7
(zinc-finger-like motif) (Rushton%52010; Finatto%
2018). k¥ T B DNAGS & 45 M I A B 4R 2 0k
7 (C2HC Y FIC2H2 ), WRKY % 5% [K -1 7] 43
SIL IR 3ANZH(&12). o, TR & A2
WRKY DNAZE & g5, TIZH R 5545 1 WRKY
DNA%E & 45 /3 AC2HC Y s C2H2 R FR JL e, T
A BASWRKY DNAZS A S f sl A e i 55 P C2H2
[FIWRKY % 5 R 745 )5 M4 . BT WRKY DNA
G GERIIBAIMEEST R BI0 25 46 3 e 1R 28 28, TL2H
G K14y la. TIb, 1le. IdFIITe 520 (Zhang
FlWang 2005; Eulgem%52000; Finatto%52018).
WRKY # 3% [H 7 18 45 & & H W-box J7 5] 1] #IE
K 57 X 38§45 5 1% 3 (Finatto%52018) . 744
WRKY 2 [H [ J5 3)) 1 X 38t 47 75 W-box [T 41|,
WRKY # 53¢ [K 11748 B W0 55 HoAth s 0t AR
Il % (Eulgem%51999).

3 WRKY#RETF&5FEMRREENE

3.1 #l@EFth &5 R REIFEHWRKYEEREF
TR 5 H 2N WRKY A7, B

N WRKY domain

M5 7 &AW R BRI IT
ZAWRKYS: R H 42 5 52 22 1 F2 A 5
(3. W, AIWRKY6REWSINE] 1 & 8 5h T
i P, LB 3[R AfSIRK (senescence-induced recep-
tor-like kinase) ] F 14 7 iy 3 2 1 B v 32 215 21
PF o AtWRKY6H: R iR RAZ A 1) 3L 0y rh At
SIRK% 35 7K 3 35 BRAR, T AtWRK Y63 335 HE #k
It ASIRK 3G 5% /K- W 2 T iy, W] AtWRKY 6
AR BEASIRK I R IE 2 5 1 52 22 (1) 2 (Ro-
batzek fllSomssich 2002), AtWRKY22% 5 M55
F s s, HRIE KRG B ATH,0, 4k
HN 52 BH0H], W TERS AN S T . il AR
AtWRKY 223 3215 bk R AR R 2R 23 IR I hn ik
FREIR 32 2 R, H 3 2 AH KRR I K43
RIS 3 AN, RAAWRKY222: 51
B5F I S T B IE R (Zhous52011). At-
WRKY?25 2 AtWRKY53FR A K LR 1. It
ERAWRKY25 3 B4 F I+ v Ik 32 22, Hid Rk
T2 DR B I E SR I 32 22 TEUE (Doll452020) . AT,
AtWRKY26 /& — AN A G L R, AR R 20t
A RIEACHAR &, i RIS ZIE R FEH H = E W
R, RO HAE M R 552 (Cao%52022a) . At-
WRKY4282: 5 T IR v 32 2 s, e
it BB Em RIS &, RIS ZEF T
A B . thAh, AOWRKY42iE S T ISOCH-
ORISMATE SYNTHASE 1 (ICSI). RESPIRATORY

Group | ANS(€(0)¢ (0),0,0.0.(¢

Group ITa/ITb @RS (€(0)'C (0):0,0,0,0.(¢

Group lc @UNQ(€10) ¢ CXXXXC

Group 11d/11c @ S(€[0)Q (0),0.0,0.0.(¢

(€ iipill WRKYGQK CXXXXXXXC

WRKYGQK CXXXXC

B PR intron

& VQR intron

El2 WRKY#REFEHREE
Fig. 2 The structure diagram of WRKY transcription factors
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Table 1 WRKY transcription factors involved in regulating leaf senescence in Arabidopsis thaliana

E ISR HAERHF WS S SCHik

AtWRKY6 SIRK. WRKY46 SA Robatzek FlISomssich 2002;
ZhangZ$2021

AtWRKY18 WRKY53 — PotschinZ:2014

AtWRKY22 — ROS Zhou%:2011

AtWRKY25 WRKY53 - Doll%52020

AtWRKY26 - - Cao%%2022a

AtWRKY30 WRKY53. WRKY54, WRKY70 — Besseau2:2012

AtWRKY42 ICS1. RbohF. SAGs SA. ROS NiuZ52020

AtWRKY45 SAGs. SEN4. RGLI1 GA Chen%%2017; Barros2$2022

AtWRKY46 NPR1. WRKY6 SA Zhang%$2021

AtWRKY53 SAGs. ESR/ESP. JMJ16. WRKY18. JA MiaoZ52004; ZentgrafZ:2010;

CRKS5. SENRKI1. WRKY30 MiaoF1Zentgraf 2007; LiuZ£2019;

Burdiak%52022; Wang%5:2023

AtWRKY54 WRKY30. WRKYS53 - BesseauZ:2012

AtWRKY55 RbohD. ICS1. PBS3. SAGI3 ROS. SA WangZ52020b

AtWRKYS57 SEN4. SAGI12. JAZ4/8. 1AA29 JA. TAA JiangZ£2014

AtWRKY70 WRKY30 SA. JA/ET Ulker£5$2007; BesseauZ£2012

AtWRKY71 EIN2. OREIl ET Yu$2021

AtWRKY75 SID2. CAT2. GAI. RGLI1. SIBI1/2. GA. ABA Guo%52017; ZhangZ52020;

GLK2 Zhang#52022

BURST OXIDASE HOMOLOG F (RbohF)H1—$SAG
FE IR AL 3%, 8 B2 M S AR 14 4 (reactive oxygen
species, ROS) ] 24E W) & Bk W 32 1 7 32 22 (Niu %%
2020). AtWRKY45HE$EZY [RGB FEE
WHE . AtWRKY45DjRe 6k S 20 i 75 o 2K, 1M
23 R (10 e IR S 3 0 T s R
005 S I TTIE 45 B R AWRK Y45 B 345 & 24
SAGHI 35T, tSAGI2. SAG13. SAGI113F1SE-
NESCENCE4 (SEN4). #t— 543} 3 W AtWRK Y45
At 5 GA{E 5 18 % 1 #H] X7 RGA-LIKE1 (RGL1)
FHEAEH, RHAWRKY45/EAGAS J 115 518
P 1) DG BREEH 73 TE ) R 15 AR 8 5 R IRy 52 (Chen
22017). FRitz 4k, ACWRKY45H 2 51515 S 1)
a2 . R D4 RERTERF S
g2 R T, AtWRK Y451 33k bk 2 i & L R
MANERIR R KA TR E 2. A, A0X]a (al-
ternative oxidase 1a)~ AOXIANETFQO (electron tr-

ansfer flavoprotein/ubiquinone oxidoreductase) 3%

(V) % 3 1R R B AWRK Y45 5 26 i k(5 5 46 52k

VARG 38 14 WP IR OE A O%, ULRHAtWRKY452: 5 1

BT YA E AR, RS 5 il
VA H R EAE H (Barros%52022). AtWRKY46 1 At-
WRKY6&SAME 5 T e s AL 1) G B 2H s ah 7 o
£ I TN 2K BE M (probenazole)/SA % S [ HLFE 7+ M H
wHh, SAE 5% /ANPR], WRKY46F1AtWRKY6
AT — AN TR Y 3 22 0 AR (Zhang 55
2021). AtWRKYS53:& 5 2855 M A C I WRKY #4
SR, HAE 322 i I E - FU BN N -
I #E 20 AtWRKY 5328 [ % J& [K ZH DNA F Btk AT
pull-down 73 #r R I T 2 ANSAGs I WRK YHE K] /& At-
WRKY 53 () L 422 50 5L Rl (Miao%52004), % B AtWR-
KY 5368t 42 5 2 A R R Rk, FEEWRKY
I F S5 I LA B AL AE H (Zentgraf%:2010).
Pt 1% 7 9% (EMIS A) R 5 A2 Joi Ak 5% i 30 45 SR 3 °,
AtWRKY53ibfie 5 H & B3 1454, I A 45t a]
PRI B 15 (Miao%52004). AtWRKYS53fE05 5
JA% 5 1 ESR/ESP (EPITHIOSPECIFYING SE-
NESCENCE REGULATOR) H_{F 352 51 H A7, 1t
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] ACWRKY 53 FIIESR 3t [8] i 455 - Fr 55 2 (Miao Al
Zentgraf 2007). 55 —J7 1f, & A ImICE;f 5 (1) 240
T A H3K4 % H AL EEIMI 164F Sy — Fil 358 21 3 A
F, HINREE R RAZ R | SR I H B3R X 2 3R
R, 3 HAEM A 5 ML R AWRK Y531 8 81+
/b ' AEH3K4me3, 3 B IMI1638 i AtWRK Y53 ()
F F AL R I 3 22 (Liu%%2019). AtWRKY1S8H:
AtWRKY 53 [P #EIE K], (H AR AWRKY 533235
TEFOFE TF B AR AR 1 3 ) 2 AH A &R b, AtWRKY 18
REf B 4% 5 AWRKY53 JE 3l X 1 ) W-box & T 45
&, IEIm LRIk . AWRKYISE ik S8
ZAEIR, T HRARAR I a2 RNk, KAt
WRKY 183# i 5 AtWRKY 53 H1E IF [ i #2052
% (PotschinZ2014), AtCRKS 2 M F 2 Ak 1) 4%
K, HE 31 X385 H 2 4> W-box A4, EAtWR-
KYS3(EIE R . B f5 PR B X% 22 2 58 1iF BH At-
CRKSHIWRKY S37E4E HAE, —FH o — AN 91 s sk
T B 4 Bk b U T I 3 % (Burdiak 252022) . 5
I, PR E R | — A5 2R 24k
184 Wl 2w 10 %2 [R| AtSENRK ] (SENESCENCE-RELATED
RECEPTOR KINASE 1), JL1E0 B 3825 fa v i 2%
N DIREGR K I senrk] TEAZARI: Fr R I H FL 3
R, T ASENRK 113 395 B 3 2R T W Jr 38,
K WHASENRK 14 i 42 0 B 77 Hh A 8155 S I 3
%, B K W ASENRK 1 AtWRKY 53 (14
LK, AtWRKY 53588 | ALSENRK 1 1)K 15, i
AtSENRKITE AtWRKY 53 R i R AE AT F 221
V£ I (Wang52023).  AtWRKY701E 4% 175 S i
WL B, KO Res k(2 1R A

G5 S . D AR B AtWRKY 70
T PO SARITA/ET A T 1 B AH b 10 35 DR 3R ik et
2 AT A% (Ulker252007) . A6, AIFFT A G
X HARWRKY #3557 7E 0L R T v 5222 R A E
HEAT T 5, 45 5 R ILATWRKY 54 FIAtWRK Y303
5 mEiAmafE. ok, AtWRKYS4F1AtWR-
KY70TEM: R & i FE v = I AR L) Rk i, 72
3 2 AR AT B BAERE 5 TR I D RE
i B A 58 43 W7 26 B, AtWRKY 54 F1AtWRKY 7058
% I AtWRKY 53 5 AtWRKY 304> B 37 HAE . 45
4 Bk gE BE B, AtWRKY53. AtWRKYS54F1At-

WRKY707] it 5AtWRKY30EAES 5 T —A4
L N AR B 5 I P2 SRR T
(Besseau42012), AtWRKY55 X BaAE g4t Brp 3
ik, 755 AR R A e 2k 1% IR B e v
2, MHIe R RN B g e . dh— Pt
LR, AIWRKY 5518 i 5 S K] 5 501 [ W-box
JRAEEE S BERbohD ICS1. PBS3 (avrPphB susce-
ptible 3)FISAGI31FIA, 3R FHIE T IF M +EROS
AISAFR BRI Ty 3252 (Wang562020b).  Jiang%
(2014) /2 LA FH A MIE R T 82 H 16 (methyl jasmonate,
MeJA) 4 R AU B T wrky 57 FE AL A4 B A 3 77 A S 7Y
Pt a2 AR A, e e S UTIE A5 R BUR,
AtWRKY 57 B 32454 SEN4FISAG 1 211 5 2 F 40
Bl . B0 AR N RN AP S 3R B AtWRK -
Y5753 I S TAR A 35 538 i 1) H0 | X JAZ4/8
(JASMONATE ZIM-DOMAIN 4/8) F1 AUX/IAA & []
TAA29FH EAEH . L, 1R RTAE S 32240
HIR -, AtWRKY ST/ JAFI A K R A S KIS 50 %
F0 L [R) 41 1 7 (Jiang 552014) . Yuss(2021) 3 i
T i G B8 PUUE SEURUIE B AtWRKY 71 7] DA B 245
T SAGI3MSAG201 ) J5 3l . ¥ 40 7y Hr R W,
AtWRKY 71 ] BEA SARAE G . JHE R 205 5%
ZMHEAR SR E . IR N SR B,
AtWRKY 71 0] LA E 4% M5 5l i K EIN2
(ETHYLENE INSENSITIVE2)MOREI (ORESARAI).
DA E &5 REHAWRKY 7143 O M5 5 S G R,
i I YR 5 SAGs IE UL g I I 3 22 (Yud62021).
AtWRKY75( 3k e B AR 52 1T 72 iR
W, HIhRee R AL TR AR S
HE. AtWRKY75i81d B #2454 SID2 (SA INDUC-
TION DEFICIENT 2)J& &) " i) W-box Je (442 3F
Hx, RPUHZS Y5 TSAE @, #— Bt
R AtWRKY 7538 5t #11| CAT2 (CATALASE 2)[1)%%
et ROSH 230t v B 32 (Guos52017). 34k,
AtWRKY 75 A] @it 2 5 GASS S @2 A i
. W £ W2/ DELLAZK 4, GAI (GIBBEREL-
LIC ACID INSENSITIVE)fIRGLI (RGA-LIKE 1),
A LA AeWRKY 75132205, T FEARSAG 12F1S4-
G297E M Fy 322 i F2 v (1) 384 7K ¥ (Zhang552020) .
i BA (R RFF 95 32 B, A¢WRKY 7511 314 16 52 3 SIB1
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(SIGMA FACTOR BINDING PROTEIN1)FISIB21]
il AtWRKY75 Ly Re 6k 2K 23 I 2% ABA 15 3 I i
REE, M RE S BFEME g, Dl g
St B SIBs i i 11 AeWRK Y 75 5% 53¢ 1) 75 X A i 428
ABAFE I F . Ak, AtWRKY75SEH 456
GLK1 (GOLDEN 2-LIKEI)F1GLK21] J& 2l 340 1|
HARIK . AtWRKY75TR63% KA R IE SEglkl/glh2 5%
ARy 3% 22, it Rk AWRK Y75 R BE AR i
35S:GLKIFE FE [ B 35 %, FHH ACWRKY75 3 %
1 BIGLK s K IE A ABAS Y S Jy 52 (Zhang %%
2022).

M _E IR ATE 7T HE AT SN WRKY 5 58 K7 A S 1
M 322 AR AR T AR 3 1z ARt
Flo T H0FE I 0 56 35 1 9% 2% 14 J20 R ] B0 w8 2K
(G FE D BAR, AT DL 6 A B 8 AR fR ik ik
TR IR AIE F0 48 WRKY # 53¢ [Rl 775 i Fy 32 32 v (1
TGN T WIS BRI RS s Il
VE NG S L A A S BOR T B, WL N 8 W 1
KEHM F3EZ R WRKY # 5 F 71 R H
YER -, AT &0 2 BB T AWRKY % 5% Kl 141 &
(I 5 2 A 3% X 2%
3.2 (e 5 EREBIZAWRKYEE R EF

BRI TN A — SR R e B TR &
IWRKY #% 55 Rl 1-(322), 1EAH EUASE SR A 40 e T,
WRKY # 5 [F 14 3 (1 i 2 5 i R BN 2
8. 1EKFEF, OsWRKYSHIZIEAETEEM Fy Hh iR
IR, FRRAE I R B A B AL B 5 R IR B

7y, FEl IS Y 5 3 2 AH ENACH; 5 K -1 OsNAP I
OsNAC2 (1) A & 2 K & M v 32 2 (Kim552019).
OsWRKY231EF 2 KRG i h I &R =, JLAE
RS TF P I R A i T g 5 S 3222 (Jing
26£2009). H4h, OsWRK Y423 it B #:40H] OsMT1d
[MZRIE 75 FROSIIAR &, AT hnid A % 2 (Han%%
2014). OsWRKYS3{EM iR IRIAZ 3. BEEA
ABAKCERE S, OsWRKYS3id 23 (R R Ak - 7 B
7, M HSAR R st E— B0 7t £ B OsWR-
KY53 B 4% 5 0sABASox 1 F1OsABASox2 ] J& 5 1 &5
A IR A %, FENIHEABA S B, (e
Fr 5 % (Xie452022). 1£ /N3, TaWRKY40-Dii#
i AR TAFIABA AW & i AME 55 T IE R T
INFE 3 % (Zhao%52020a). TaWRKY42-Bif it
W% TaLOX3 B R R IA R ETA A=) & B, AT 32F
M i 3% ¥ (ZhaoZ52020b) . 8 i #4 5% 40 73 H7, Qiao
Q0214 5E T /N 5 v 3 A R 1) B R Ta-
WRKYI3-A. 344 R 2175 3 AL RITER(VIGS)
Ji R I TaWRKY 13- AW e s 4| S BUNEZ i 3
BIEIR. BEA, 1B E KA RIEBRE A 1E R, Tan-
RKY13-AW I 3 IEINIE 1 6 5 K — R K0 5 (Bra-
chpodium distachyon) F1%EFE R T+ A %&£ (Qiao
2:2021). 1E R, SOWRKYS0(F)d 25 T L T 4F
WA B i SO 3 . SBWRKYS0/2 255
& S G4 4H 43 EIN3 (ETHYLENE INSENSITIVE
3)IEEIE A, JE I B AR SBNYC T (NON-YELLOW
COLORING 1)l w43 25 o AR i 4%, AT A7

=2 (EIh &5 RZRERWRKYEREF

Table 2 WRKY transcription factors involved in regulating leaf senescence in crops

HER AR LYpH HARRHF WG EE DU N
OsWRKYS5 TR NAP, NAC2 SA Kim%2019
OsWRKY23 K& - - Jing%§2009
OsWRKY42 IKHE MTI1d ROS Han%52014
OsWRKY53 IKFeE ABA8ox1. ABAS8ox2 ABA Xie252022
TaWRKY13-A Y= - - Qia0%2021
TaWRKY40-D INFE - JA. ABA Zhao%%2020a
TaWRKY42-B N LOX3 JA Zhao%%2020b
ShWRKY50 i NYCI - Chen%:2023
GhWRKY27 Fit: Hhu A CYP94C1. Ripen2-2 - Guz%2019
GhWRKY33 ol s A TIFY10A JA Wu252022
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PRI 3222 (Chen®%20232). (LRl AR Y, GRIV-
RKY27H)ZEIE M Fr 2753, FAE R 2 4e it b
MR Rk T AR R R A . GRIWRKY274E4U
TrH g B A SRR S B BRI S SAGs
Fik, WTEHE 585 . GhWRKY27Re B4 &
GhCYP94CI (cytochrome P450 94C1HH1GhRipen2-2
(ripening-related protein 2)FF 11 LR IE KRS 5
J 3 PATE(GuiE2019). AN, TERLR T il ik
GhWRKY33f¢ b E My 388 . IEREXUIZR MY
FICHRMG HANIHTE RE IIGhWRKY33 7] LL 5 GhT-
IFY10ARI B AE . GhTIFY10A{ER) B I v 13t %
MR F L [ EEZ. K, GhWRKY33 1]
BESE T T AR R ATA TS 3 M P 22 28 10 U 3% R 1
(Wuz52022).
33 EZEMFTEE5HAREFEHWRKYEE R
AF

-y 38 2 71 E S )l 25 A PR U B e AR 5
anJit, PR IE 9T WRKY A1 53 ) 38 22 420 1
e bl Z M o B R L (R3). EA Y,
MeJA NIt Ak BLAR I 25 %5 3 1 SIWRKY37RIIALS 5
BEHPSIMYC2( ik . SIMYC2H 25 SIWRKY37
)5 3745 & ARG 3Rk . SIWRKY37 (4
il 7 TARIE 5 R 32 B Hr A4k
SEUGFR B, SIWRKYS53FISISGRI (S. lycopersicum se-
nescence-inducible chloroplast stay-green protein 1)
JESIWRKY37HEIL A . b Ah, SIWRKY37ik 5
A VQEEF 1 8 HI SIVQTHH HLAE FH #1112 5 SIWR-
KY378 FAGE VEFF L L T I R 2 8] ) e s
(Wang%$2022), fE3F 5+, MAABISTEABA S| K& 1)
2 R R E AR . MAWRKY407E (441

AR A 241 5 MAABIS ELRAH BLAT 38 14 =] /3
i@ 42 5 MAABIS 3L [F] {2 i3 1 7 222 (An5§2021).
1E 5 AR % (Fragaria % ananassa) i it 5 K]
BUCBRFYWRKYS0fe 8t 1 g2 . d3t— B it
702 HIFVWRKY 5038 o B #5248 1] A 4 3 25 ik K]
FuSAUR3GATS EEAEIT 582 (Chen62023), 35
(Brassica rapa ssp. parachinensis){£ N & BR3¢, H
Gy RAEM A . W TR BrWRKYS 7hE %
B R RILKT T, HANEABALLEE B 2%
FRHRIL . WP HR B A 50 R, BrWR-
KYS7R] DL 2 43 2% B AT 5C JE [A BrPPHTAMTABA
A BFH G5 [K| BrINCED 3 (1) 3235 T 52 M 1y 5 2
(G EEMEE2021) . BEAN, BFFTN 3 DA [ T A 5 )
(Vitis quinquangularis) P 7 &3] T VgWRKY533: A .
FEA RS T L R Ik Vg WRKYS3EHE T AtSAGI2 3%
IEFIROSTER: 7 AR 8, T B0 B R4 e T+

£ (WangZ52020a).
34 HiEYHESEHRREZREIEHNWRKYEE R
EF

br 7 REAEY . RAEY A Z MY, WRKY
N2 5 F 2 2 AR — SR
A TAESEE PG T — it R (R4, 1
K B B 4 (Lonicera macranthoides) ™, LmWRK-
YI6Z W i BT, B REMN ok
R R B35 LR BEAN, AR NAIWRKY 751 (R
VRFEK], LmWRK Y1611 312 i 3 i JE DR MR i
3 (Cao%52022). A FT AN G2\ Hp [A] 4 3% L (Car-
agana intermedia) % 5E T 53 MWRKY % 5% [H 1,
FE LRI I it % 35 CIWRKY75-1 F CiWRK Y40-4 3E
G% 1 L EPI G I 2 (Wan%52018), R I]IX

*3 EZEMTES SR REFEHWRKYERE T

Table 3 WRKY transcription factors involved in regulating leaf senescence in horticultural plants

LR 44 R iFh HARKHF WEES EE DU
SIWRKY37 i MYC2., WRKYS53, SGRI1. VQ7 JA Wang?4:2022
SIWRKY53 T At WRKY37 - WangZ%2022
MAWRKY40 PR ABI5 ABA An%42021
FvWRKY50 Y Y N R SAUR36 TAA Chen%42023b
BrWRKYS57 KE PPH1. NCED3 ABA PRI 252021
VgWRKYS3 Fp [ A= A A - ROS Wang2£2020a
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Fz4 HipEYF S5 R REZFITHIWRKYERE T
Table 4 WRKY transcription factors involved in regulating leaf senescence in other plants
FE R 44 5 Py Fp HAERTF WG 225 ik
LmWRKYI6 KHEBHL - - Ca0%2022b
CiWRKY40-4 EEEEYEYIN - - WanZ:2018
CiWRKY75-1 Fp AT ERAS )L - — Wan%52018
LpWRKY69 AR AT - CK. ET ChenflHuang 2022
LpWRKY70 EZCSUEEES ) - CK. ET Chen#llHuang 2022
HbWRKYS?2 Sy - - KangZ$2021
BnaWGR1 Vi RbohD. RbohF — YangZ2018
BnaA9.WRKY47 3 C7.SGR1. A2.NRT1.7. A9.AAPI1 N (R) Cui%2023
BnaA07.WRKY70 T - - Liu%§2023

A T e S 5 g 2. A a2y
[ ZAREY G, Re S EHEM R £
A B B (Lolium perenne)™, 6-BAE{AVG (ami-
noethoxyvinylglycine)AbHE ] 1 #4155 S 22
H AL LpWRKY69 ¥ LpWRKY70 % 3% 8. LpWR-
KY69RILpWRKY70)5 518 4 Re i CKEL 207 18 4%
Hp R SR DR IR R R A, 5 3 TT el i CKEET
15 5 AT A F (0 Fr 32 22 3047 18 45 (Chen il
Huang 2022). KangZ$(2021) A% # (Hevea brasil-
iensis) 1 % 58 | — M W 4 WRKY 4% 5% X -7-Hb-
WRKY82, H A g /K PAEM 3 2 1 f v . 2 B A1
PG B AE R, 11 RKIEHPWRK Y821 Fa IF
o, A R B IE R AEIN3 LAt WRK Y5311 3 3%
AJ B2 B HbWRKYS2(P) 4%, Ui B W e 2
I Fr 22 2295 (Kang252021) . JH32(Brassica napus)
BnaWGR1 /& —AWRKY# 3% A F. BnaWGRI1H]
At iE 1 145 RbohD F Rboh FEE [N 1) 235, 1E [H] 4%
4 LR RS TR B2 (Yang252018). b4k, HisE
BnaA9.WRKY47H: R 2 B A H 6k Z 115 5. 1E4)
I, SR AR L, Bnad9. WRKY475d Fibkk R 7F
FREGEAT N RIHE 3 23 AL e AR K
F . B0 % % W1 BnaA9. WRKY47i@ it i
BnaC7.SGRI1. BnaA2.NRTI1.7 F1 BnaA9.AAPI 1] 3%
A R R B = AR T T S R A S A (Cuil5E
2023). Liu%(2023)idt— M S 455 1
T 2R 15 A0 5% [ Bnad07. WRKY 703K . RT-qPCR A
& BT GUS A T & 7%, BnaA07. WRKY70 % 21 1
S Py AU R I % R Rk . Bnad07. WRKY70

FEANRE I T AL RIE R T IR FTwrky 7098 22
I LR (Lius$2023)

4 REERE

T P2 — DRI YA
HRE, Hlhs P m ZORE Y KB — R P 4 AR
bR SRR R . WRKY 3655 (R F1E N | %2
EMRIE P T, ERMWMIE SRz,
e 3 i A TR P i A U 5 T L B 4 2
S R 2R, JF LB RE R 0E S
G, IbAh, WRKY 3 H T2 S5HEMEN 2
PR SR I 2, IFEANFAMRES
1] i [ 41 P PP s A DO sl PR o RIS, AR —
Toft 56 4% W 12 22 o i 3 0D 3 45 PR, WRKY #%
SR AT AE I A s R AR R R Ao &
=, a5 ARKEZACR N LE, 52
R FEE R B, BE— B By R
55 2% AL TG R WRKY #e s R 1 Ty g
AMLREWE 2 — 2D 5 MRS AL, B REXT — Lk
L EAR 8 A% 2R SR I E I B

gity IR WA R AT LLUT#S, WRKY # ¢ [A]
T T B P R 2 R E AL AT T AR A AR LA
R A AN A o SRR, BT P BOR AN
BEA, BRGER 2 AR ) 3 D AL 45 B f# Hr . WRKY
VRN 1) 2 i IR KR, FL R A R A A )
A DK ARRILZ i B IK 287 R R A 2 AL
s, AW A FEY) T IIWRKY #5571, JIf
L7y 7 AN AL 22 T BUR A BT FTEWRKY #4351
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EM R LB EEER. 556, AL
BRAT AL I DR AR R A 2 BR 1 WRK Y # 5% [A] -
E AR A P A7 I 3 2 9 1 B KO A
CRISPR/Cas9 4 [F] 4 1 4 A 0 48 70 A5 AR 4 F0
Lo TRV PR R R IR . KRR ARAE
el 25 A 0 R & e R P R AT R Ui A, HEAT R UE
(5 M0 T R A7 & Rl gk —
RS B A

KTWRKY /S 22, HElikRFTE
KR ) R A e s e B o A9, A A B A A
SR AR AT RS, %R, i
WRKY#36[H 72 5 IR 8] 7% 0 B IAE 2 1
VIR NARAE Z PP, & MR AE T R
R RS, EWRKY B K T2 5 T AR
WEGE SR ESANED R B,
AWML WRKY # 2 F 72 5, K51
B2 TS A R 2 X ) A A5 — 25 B
W 5T
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