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Abstract: Salt stress may cause primary osmotic stress and ion toxicity, as well as secondary oxidative
stress and nutritional stress in plants, which hampers the agricultural production. Salt stress-responsive

transcription factors can mitigate the damage of salt stress to plants through regulating the expression of
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downstream target genes. Based on the soil salinization and its damage to plants, and the central regulatory
role of transcription factors in the plant salt stress-responsive signal transduction network, this review
summarized the salt stress-responsive signal transduction pathways that the transcription factors are
involved, and the application of salt stress-responsive transcription factors to enhance the salt tolerance of
plants. We also reviewed the transcription factors-regulated complex downstream gene network which is
formed by forming homo- or heterodimers between transcription factors and by forming complexes with
regulatory proteins. This paper provides a theoretical basis for understanding the role of salt
stress-responsive transcription factors in the salt stress regulatory network, which may facilitate the

molecular breeding for improved stress resistance.
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B BN S b A A% RS B AR IR . A R
e BN FEAR AR An M 5w R Al
JHf0 S R AP ) 2 AR T SRR R i R 3 2 =
KHEEM . MIBE 52 A% FERONIA 7
DA Ja 0 Jolh 36 S 3501 At RE AR AR LR O
(Arabidopsis thaliana) OSCAI ZhS—Fh i i €
LA B TI8E , BoA 2 —MRGE KB &b
I AS, LA BT 5 B AL AT 2 i
A, WIRIF oscal ZRASMARH Ca® Wk &M%
TR AU MOCAT i 1 26 W T R e B Tl
T LK i 2 W T TR T 7 3 UL ol T o 22 T e
T U 3 Jo J55 4/ MO0 45 I bl A L s o 7 ot 2 T fg
(glycosyl inositol phosphorylceramide, GIPC),
GIPCs 5 Na'Z54 5417 Ca® i AJHIE, 3
BN Ca® VREE, AL IR A BHAE Ak ik B b X
£ SIS Py 8 PR b UL L R R e
YEWE KRN . HPCAI Jmtith—Fh e =2 2 iR &
S S, 2 T I A Uk AR AL ) A
K AAE H0,) &2, H0, v X}
HPCAT1 1Ak i) 2 b 2 P sl L A7 2L i, DA
MG % [, 530 HPCAL 19 A BB L I 5
5 R AT SR A fE S ca’ty
1574 (reactive oxygen species, ROS) %555
R gE— A AR, Hsh THYh 25 R
RESHS®RE (B 1),
1.1 WRKY £ 5WMEHBESHSERR
WRKY # %N &AH— M2 60 4
IR ILA A WRKY Z5A 3, 4540 3k 1)
N ¥ WRKYGQK J#51], 15 DNA 255 i HEAH
5, GERI C e C-X4-5-C-X22-23-H-X1-H
5 C-X7-C-X23-H-X1-C 48454, YIRS
FE ARG DNA 4562, Hate A&
MBI b 55 R 2% WRKY %5 91,
Horp e W WRKY [ it/ OGS4 FH I
;A WRKY #7583 79y
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W-box U AH ELAT T 5K 3 5 BH 400 B DA 4% 5t

Z 575 R (abscisic acid, ABA)., 4. #hid
U (salt overly sensitive, SOS) {5 54 Skt
HAERFMG S5 R4 0 2 B AR 74
R 5o AS[RIHE A 8 R ER 2% WRKY 28k
h R GANEREHTER N WRKY T 2 46 T 5
HLRZK ., BAT (Phyllostachys edulis) PeWRKYS3
ERF TR RSB EH T ABA A A
AtAAO3. AtNCED2 Fl AtNCED3 Wi#ik, 71t
Ve R R FEFRAAE FHUY ) B AR (Hevea
brasiliensis) HbWRKYS83 TE4Ll I+ H 4R 2% ik
WSR T CIRIR SRR sk AL AtEIN3 #Y
Rk, $m TR IFAERR A T R 2E R

A WRKY #5188 73 il 6 08 45 FAE 34
¥ SOS BIEMERNIE RN, E#R (Sorghum
bicolor (L.) Moench) SOWRKY 50 HE i 1[4 I42)
MIT Na'/H i §iz EE N 465081 3L
TRV A7 4 6 v 25 R WO 4t (Fortunella
crassifolia) FeWRKY40 N 7] DL E#:1E SOS i&
T 0 22 53 R 7 A TR TR I FeSOS2 1y
Feik, [BHEE FeSOSI Fll FeSOS3 L H ik,
fEit Na™fhE, IR0 ER 38 18 1 28 S o

AN, FeWRKY40 X T LI# ABA SRk, 1F
N ABA WIS A T FCABF2 fHE A,

FcWRKY40 Al )& SOS i85 ABA &2 2 [H]
T8 58 SCHLAE () G B s 70 B A R i an
W TH, W H% (Helianthus annuus L.)
e A 14 4~ WRKY BRI, 74 WRKY T
PAF RN B BT AE AT BA Tl H 28 v o A
) g )i 5 WA B HaWRKY22. HaWRKY29
HaWRKYS81, JRhFHHEA MYB 455751,

JI5d 7% B2 e ), e (ABA-responsive element,
ABRE). 2 53EH0 18 H i 52 L A I = 8 4 o 8
TGACG-motif &2 WRKY % 5H T4 745670
F W-box, WE/RIXLEEH Al BETE ZFP{E S5 &
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Figure 1  Salt stress-responsive signal transduction network in plant cells
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bHLH % — A2 60 M2 FL R FE L4 hL
R ECRSFIY bHLH S50, S5F5) N 3 1 ik
BIERIX, WAL S DNA, (L T45 C b
1) BB T - PR MR E IX I, ) R R TR R [ A S R
TR R A% bHLH #5545 A
1 G-box/E-box B GCG-box JCIHTa 4L [H
Bt 25 ABA 22 2 EE AL & 0

& : 010-64807509

[8,13-40]

(mitogen-activated protein kinase, MAPK) {55
P4, bHLH 05 Y [A] — i 5% e a1 1 H]
TARIEE LN & ¥ 2 D RE TR T, AT
REE A AN [ (45 5 2 40 81 T R B0 /N
#% (Triticum aestivum) TabHLH1 REWE [ V8
FIRIAF A ABA SZAASEIN NePYLI2 FIREREAR
KA G 1 2 (sucrose non-fermenting
l1-related protein kinase 2, SnRK2) 3&
NISAPK2;1 {335, #5345 ABA i@ Bt <
FLIEHT, BEARNT R ok, $ e Rtk K
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i (Oryza sativa) OsbHLHO35 i1 T ABA &
L OsABA2 1 OsAA03, Fi# ABA 43fi#ft
WL OsABASox1, WiRE: AT ABA X &
ZEREMEIE Y. 72 MAPK &, IEITF
AtMKK3-AtMAPK6 2% Bk B g 1k % 5% A 1
AMYC2, J5# 5 AtP5CSI #Y 5 UTR AEH, W
AN AR SRR RN ) BN PR
PO bHLH % 55 IR iR 50 45 A 8 I =4
FJCIEan GCG-box W &M, Az ke
bHLH Ry K H 2 5 WG58 R0 0k T8
) 32HL.
1.3 bZIP S50 EMEBESESER
bZIP HA bZIP %5k, H N s a—1
FHF DNA Z5&GMmktEss Gk, H C widha
— NS HERMM S EBRPIEE XD, RN %
bZIP ¥ 53 -3 i 255 )5 8l F G-box 1 ABRE
M= TR L R ek, Hodh A %R
bZIP % 51 T ABF/AREB, Hl ABA i & it
SEAEN, JIZ2 5 ABA &AW E M .
KA ) bZIP F R T 1E b N & R b R
IHEEW AT ME ], bZIP ThEE M4 5k 35 2 1
TE R RE B IR PR Bl S U R AR RIS SRR R
182 A R LA K R S 0 0 290 it 7 (o7 9 15 B0
3% (Fagopyrum tataricum) FtbZIP83 fE 5
FtSnRK2.6/2.3 H./E I REHE 58 £R W38 T % 5L K 40
FAFFH AtRD29A4 , AtRD29B Fl AtAIL %5 ABA 175
SHE M F BT, FtSnRK2.6 ik fE 5 3%
FtbZIPS HAE, il ¥E ABA 155 iR FAL
LR I e R i R A AR B Y 1
BB WA T, AtSnRK2 RE #8154 5% A +
AtAREB1, AtAREB2 #1 AtABF3, 7E#lmiJT
arebl . areb2 F abf3 Z7LIRY, JEH K fift Ak
AtBAM1 Tl AtAMY3 W% AT REAIG, HEF:
N7 AtAREBI1 . AtAREB2 Fll AtABF3 A fEj
o AR T S R R B RO AT A BB Y, TE4R
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15 1B W A T A7 v R 1 2 AR RN,
bZIP ¥ s e A S e . 723
IO 288 N H ) 22 D) RE R T S D) R e Sk 1 Y 1)
2T L 2 IR R S 2
1.4 NAC S 5pEMhBESH#EIRE
NAC HHAM N 35 A2 150 2 FLiR ik
LA PR SF I NAC 25938k, i F 454 DNA,
C I 75 A e JEE A] A2 B SR X, TS
B % S50 ER RS NAC 35 s IR 1ol 1 2%
a3+ NACRS XfERcH, 25EC
fi . AR EM ABA 5 5 R4 . NAC #53%
PR 7 5 T 1 A ] A, 53 3 2o VB FH A () i)
K, AN R AR BRI RO, 5[]
A 3745 G 5800 I 0T 14 i 327 51
225045 P NAC % 5% 7 FR AR R b1 an
A BIp ] 175 6 0 28 SO A fE s NAC £R W 2% 74
L B, A YE B FBOR R
Ja s F 4% 0> DNA 455 0/ 51 () 43 A1 AR
o NILIRAEE 71 . SER (Malus domestica)
MANACO047 i xd b8 205G L F MdACS1 F
MdACO1 VJ %% 5 Bl MAERF3 3Kk,
BT OIEMELR, @R 206 R R 3 5
O NN A N )
GmNAC109 38 i TF A5 A 4 3R W 24 PR Aty
FI 18 B B RE D AtAIR3 TG 45 5% % R 1 3k R
AtARF2 W3Rk, AR T % S DR UL R I AR i B
B, X e R B e R R A S e, Eh e
TEHRIE GmNAC109 BBIEE ST, Miv& BRI
N TG E A SN AtAREBI 1 AtAREB2,
ABA & REIH AtABI1 F AtABIS 3k B & F
PR, GmNAC109 W] fE i B4 K F g e
ABA i W CHER o e sk 51T LIAE A TA]
(G5 5 IR s, S0 Sk - 2
PRL 7 45 5 WA R AR R IS I B i 2 —, Jl e 3
DN T 3 A8 S PR ) 76 v R P05 Pl ) 2 2% A

(Glycine max)
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SR IR AR RPN IR SR i oSBT AE
A BA M [5] H 2% FR i ik 1 140 4~ NAC §% 5% [H 75
5, Ak — i v £ W 24 NAC s [N FH4E T
FEfil Ok & REHR) .
1.5 MYBEZ5mEMEBESESER
MYB #4535 [H T N KA — Bk A
52 A SETRFR LA N = BE AR ST Y MYB 451
5, FF44 DNA, C e B 2R 5%
PARE X, HFEEEAEER, myh g
FHY = LBl MYB 5% SR e i b Jihaa . H
AR ER R DI RE, KB4 )8 T R2R3 7Y
MYB. % MYB %% 5 R 38 1o 45 A # 2
Ja 3 i MYBCORE 25 A F e F, 305
s R A HA, 25 ABA Fl MAPK 55
HiRit, WA iR % MYB @ik ABA
WAV E . ST AtMYB73 J& SOS
WM T, HBMHET amyb73 5K
o Na'/H' [ 7] %% i 85 [ B 8 46SOS1 Fl EF-hand
FRIZEM A A E NN 4S0S3 FRIkF
B, MR rERsRET . 75 ABA @R, ARIEIK
MY B %% 55 PR 5% 8 Jolp20 118 1 285 2 17 43 A O
MPHEAER , FERRIBZ R (Sesamum indicum)
SiMYB75 BHIEGIFH , ABA & i3 AtNCED3
Ml AtABA3 Wik B, ABA & &,
SIMYB75 il ABA ifRfedb<fLOCH], Jlb
I F 7R A0k, AT SR A S i3 % (Ananas
comosus L.) AcoMYB4 1] LI%5E4G ABA & i 3E A
AcoABAI Fl ABA &5 KN T AcoABIS WA
sF, WS ABA G AE 55 iRk
TR ER a4 MYB BRI TAEAE
INRETUA, CRISPR/Cas9 iR H¥E MYB
B IIREIU AR PR T ) T H, A BTt
SR MYB 5 55 R 7 4% M 45
1.6 AP2ERFZ5mEMBESERER
AP2/ERF ¥ 5t S AR IRF N2 60 4
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FILIR ) AP2/ERF S50 38, i 25380 N g J2:
YRG X, 5 DNA 4556 5%, C figs& RAYD IX,
I 525 [ AR AR Y, b0 % AP2/ERF #%
SEH Tl 5 ) 3 F GCC-box Fll Dehydration
responsive element/C-repeat (DRE/CRT) JGf4%5
O AR E R Rk, 25 MAPK F1Z 4
55 SR, —5 AP2/ERF % 3 [ 1% 5 1%
B ROV R S A T & EAR SRR
T S5 AR SR AR O . /KR OsSMAPKKKG6 A AR
1bi8%E OsMAPKK4*, OsMAPKK4 7] )iz
b B iE OsMAPKS™ . it F %% s N 7
OsSERF1 /& OsMAPKS IR (L ¥ bR, BEILIG
L SN T2 R OsDREB24 F1 OsZFP179 1y
ik, OsDREB2A Wi R kR4 R K FI7EER M
T B R ZER AR, OsZFP179 WIB R K68
WS IR M B B L OsLEA3 #EK R
17236242 OsSERF1 L BEZE & A 5 M F i
OsMAPKS Hl OsMAPKKKG6 W) J3 51, 38 H 5%
iko #MIJT ERF #4538 [T AtESEl /3 4 M1k
TR N ER WhE , M AR S ERE S T AtEIN3
5 AtESE] J3 8 454, AtESE1 X 55 AtRD294 .
AtCOR15A Fl AtP5CS2 WS sh 454, $em it
DRI $00 R 6 R 85 & 010 &0 4 390 A id b 1%
AP2/ERF % 53 K 19 SO S ] 35 Re i by 2 i py JH:
R DO 2% 1) FE DG E A
17 Hit#EREFSEMNRMEESES
&1z

JKFE OsMADS25 i IE A K R A K
Pif 35 R 119 2 25 10 AR BRI AR 9% B, T
I R R M P, BRI AtHSFATL R i
SIDof22 #Bi L SOS &S5 £k Wil i b o
AtHSFA7b EJE# SOS {55 @ & 41S0OS1 .
AtSOS2 Fl AtSOS3 FEH Kk, Wi 4R
BT RS EAEEY AR, SIDof22-RNAI
A SISOST WFRK KBTI, 5380
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ERVERRAR ) BEREE TS (Medicago truncatula)
MINGAI ik 3Rik EI T ABA & L
AtNCED3 W335, $im 1R DL I 76 2k
R A 0 MRS S S g B
R, R R IR T AL TR S R
SIRARHY T W AR, T R A T RE
BNy RIL, @A DA IF, i

R G AR AR S @A

2 HMENEEIETRENTH
W %

B Sre IR 71 0 PR A el ) R P H S T
ARG SRR O o T T S, A0 — AR A

/\— W-box [ FeSOS2

~ Involved in the SOS signaling pathway

AR, FEAE 0 38 0 I A 4
YEM . WAl , % s PR 38 2ok T R [m] i i e 5 —
RS Y A U A A5 7 R E TR i
BEBEDH, PR R DR PRAT B v i PR 4RI B BB
Pem Na /K WM. @B &R TR S
EIRe, WK M IR ML (B 2).
21 EHMENERREFERHEELEAIIIEE
£H

R B S S I RB AL A S B R R
IR AE T2 G, Wamam i e %, =
2 L R R BN AT, e 2 O L R A
AtESE1l., 3R MdMYB46. /KA OsONAC045
Il OsONACO063 Z35lHE 4tP5CS2. MdCAD/

WRKY - W-box — AtPOD22/AtPOD23 —~ Involved in peroxidase biosynthesis
W-box — FcPSCSI/AtPRODH2 ~~  Involved in proline biosynthesis
/\- NACRS — BpP5CS1/BpP5CS2 —~  Involved in proline biosynthesis
i) | - Involved in superoxide
Dl i RIS e dismutase biosynthesis
NACRS — BpPODs - Involved in peroxidase biosynthesis _ i
, o ‘Maintained ion
DRE — A(RD29A/AtCORISA —Involved in the ABA signaling pathway homeostasis
AP2/ERE~»— GCC-box — AtP5CS2 -+ Involved in proline biosynthesis
CRT/DRE— OsDREB2A - Involved in the ABA signaling pathway
Involved in compartmentalization \
bzip Gebox — OsNHX1 of excess Na' into vacuoles X Incre;rsgiég?gmhs
S— ABRE — A(RD29A/AIABIS -+ [nvolved in the ABA signaling pathway "‘ I .
Xy
/— E,M&Eé B MdCOMT -+ Involved in the deposition of lignin 'fjl‘“
SMRE — -+ Involved in the deposition of lignin P e
— MJCAD/MACCR ep gn \ S meaRagll
- SMRE — MAAREBIA/MARD22 -~ Involved in the ABA signaling pathway 7] Jfscavenging capability
— SMRE — MdDREB2A/MdRD29A - Involved in the ABA signaling pathway
/— G/E-box — AtCYP707A3 - Involved in the ABA signaling pathway
GCG/ _ s Involved in superoxide
bHLH /T E-box AtSOD dismutase biosynthesis
i‘t— I(E}-(l:mG;: - AtPOD -+ Involved in peroxidase biosynthesis
= g_%g’: 1 AtP5CS -+ Involved in proline biosynthesis

& 2

Figure 2 Downstream functional genes regulated by salt stress-responsive transcription factors
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MACOMTIMACCR . OsLEA3-1 Fll AtAMYI {3
ik, QERFB S -7, AtbZIP24 . AtRITFI,
JKFE OsbZIP71 FI%F 4= FF (Oryza rufipogon)
OrbHLHO01 4% %Il 8 #5 AtHKTI . AtSOSI .
OsNHX1 1 OsAKTI (5555, JEFFEFRaPO,
KA OsSNAC2 F1 OsNAC6 43 5l 5oF ¥ 4
Osprx46 1 Osprx54/Osprx88 N3k, $2& 516
SAIE IR RE J1BY, 4t FeWRK Y40 BERE 455 +
Fa SN FeSOS2 ., FeSOSI Ml FeSOS3, X fEiH
P33 5L FePSCST, W2 ERAHSCHGES,
AtbHLH112 | K 21 b
RtWRKY?23 FlME(Betula platyphylla) BpNAC012
RERE S | 422 i P4 15 BE Kl AeP5SCS . AtP5CS1/
AtP5CS2/AtPRODH?2 F1 BpP5CS1/BpP5CS2, X &g
53 il 455 R ARCF i 2L D 4¢ePOD/ASOD
AtPOD22/AtPOD23/AtCATI 1 BpSODI1/BpPODI
(R IR 10T01 7 B S R ) b Iy A e SR TR
JE R A Sl S O ELEERE LR, U BpNACO12
HEEVERT BpP5CSI. BpP5CS2. BpSODI Hi
BpPODI ; 47 %4 % ¢ Sy () H2 #E 3L [,
FcWRKY40 [8] 3845 FeSOS1 Fl FeSOS3, %
TR G R [E) I8 A TE M A BT 04 A % sk PR
Z 5P A — S N Y 3R 8 2 B R N &
e S DR IR (HL 1 R 4 2 B R R [R)
BB LN, 4 DgWRKY?2 5 DgP5CS Fil DgCAT
HIAE =08 75 1 — 20 5508 X e sk IR 3
T XA T B B FIRA T fg L
PEFEHLE , I3 B X A7 AE R I8 AR [R] 3 A [R] 4 i
A 0 1 B S5 R A B2 o O B 1 i R
BESR T, 7ERE YT SR 3L PR AR R T (AR
KlF
22 EMENERRETFTIFEEMNEE
g4

— 2 WRKY #% 5% K7 5 M A+ vQ

(Reaumuria trigyna)
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BB, fERPA K kB R Ry
TR AR ACWRKYS Hl AtVQ9 43
JERIR ST ER N A N I . SRS,
A EAERIERE G, LT AtWRKYS 5
WS AtRD29A MIE5GTE M, UM EIJE X £
AR RN, H2 (Ipomoea batatas) ToWRKY?2
fES IbVQ4 BAE, RiEET M TIE ABA &
W AINCED . R4 LR 4tPSCR
ROS THBRILIN AtCAT F1 AtPOD WYk,
P TR R RS I X SR s i sz PR K
i 2R A PE K532 8 11 OsHKT1;5 2 5 A
TN B T R R R RE LM, PR Na'fE
FEfR L B AR G A8, HhE T
DNA H E:AL IR 5 OsSUVHT 45487 OsHKTI 5
JA BT F R A MITE #6351 |, #3551
PEARE$EE H OsBAG4 Filfk 5[ F OsMYB106,
TR E % SRR A4, H55R OsMYB106
5 OsHKTI; 5 J5 811 F 1 MYB 45 & o4 1
Sh4y, WORHEERR, 4R Na /KPR
B 5 2 A % 00 5 45 ) A8 Ak T DA ek 2 i 5 ]
MFRiE, S HMEERNE RN . AP2/ERF 4% 5%
K7 OsIDS1 2 /K A i o7 £k 38 1) 4 4 R -
HA R MgNEYE, v 5ENESE OsLEAI
Fl OsSOSI MRS FE54G, il B H i =
ik, OsIDS1 ¥ il [ OsTPR1 i i #H H.
VRIS U s &2 G 35 T OsIDS1 Xl
FER B SRR P . BEAh, OsIDS1 541 A
2 AL OsHDA1 WA EAE R, FEAK OsLEAIT
Ml OsSOSI Jash+XAE A LWL AKN-, il
T8 1 R s g 7 R e U0, i e oy B
B SRR 5 R 4 B 1 =2 () A AR P R B
RS T AT S R 5 A DL R B R IE T, X
AP TR B A D 00 5 S A 7 28 A SR TRl R
W 28K 2 AIL T ) 48 R R AL TR IR R
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BE ST I T N R AR R TR 2 AE I 3R
R R R CHER . BBk (Juglans regia)
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