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Role of post-translational modification of basic leucine zipper
transcription factors in response to abiotic stresses in plants

LI Ying", ZHAO Weidi*, YANG Jinghua, LI Jiaqi, HAN Songyang, REN Yuekun,
GUO Changhong’

College of Life Science and Technology, Harbin Normal University, Harbin 150000, Heilongjiang, China

Abstract: Abiotic stresses substantially affect the growth and development of plants. Plants
have evolved multiple strategies to cope with the environmental stresses, among which
transcription factors play an important role in regulating the tolerance to abiotic stresses. Basic
leucine zipper transcription factors (bZIP) are one of the largest gene families. The stability and
activity of bZIP transcription factors could be regulated by different post-translational
modifications (PTMs) in response to various intracellular or extracellular stresses. This paper
introduces the structural feature and classification of bZIP transcription factors, followed by
summarizing the PTMs of bZIP transcription factors, such as phosphorylation, ubiquitination
and small ubiquitin-like modifier (SUMO) modification, in response to abiotic stresses. In
addition, future perspectives were prospected, which may facilitate cultivating excellent
stress-resistant crop varieties by regulating the PTMs of bZIP transcription factors.

Keywords: abiotic stresses; basic leucine zipper transcription factors (bZIP) transcription
factors; phosphorylation; ubiquitination; small ubiquitin-like modifier (SUMO)
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| F ¥4 5% A F(transcription factors, TF)H4K$HT
A LE Py 8 2 LB AL 2 — .
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zipper transcription factors, bZIP)YE A fix K ¥%
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FERIIBE, bZIP i 5f N 738 1% X P B w5
i S IR R ADT
TE 74 2 (abscisic acid, ABA){E 518

T bZIP 5k K552 21 2 Fh B 5 A8 1 i
7, AFEuRL . ZRA/NZ RSB
(small ubiquitin-like modifier, SUMO)fL 5% , iX 44
Eifisem L DNA 254G | o Rt ffsoe vk, A
SCEGES T ) bZIP e st iy a5 Fn 4y 28,
RXTHEY) bZIP B s F kiR ik . R LM
SUMO A i A 0y o 12 A A= 9 38 7 18 ) 2
REBLHIA T AR AN LAZR A, LU AR bZIP %%
SR PR 1 B B B = AL Al A W T 38
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I Z RO, WnflRg 77 (Arabidopsisthaliala L.)
HEE 754, BAEM(Populus trichocarpa) &4
2141, ZFiiti(Solanum lycopersicum L.) &4 69 1,
EK(Zea mays L)% A 125 4>, 45 (Populus
euphratica Oliv.)H &4 101 4>, #H# (Citrus
sinensis) & A 104 4~ bZIP K1

Jakoby Z54% M8 bZIP %% 55 K T-Hsk X 145
PESHURGIT Y 75 4> bZIP %% 5% 7 k47432,
FHN A-T AT S 3t 10 NMERET, Rk
Droge-Laser %:TH 3 T IR IT bZIP N7
KWW 2, A5 78 WG, BT iR
bzIP76-bZIP79, HFER T —MEREEE bzZIP73,
P 3K B G5 R 5 E T O3 S 13 NS, Ok
Z 717 J. K. M WEE., R IT bZIP 5%
K13 b, H54% % (Solanum tuberosum L.)
1) 64 4~ bZIP FLR AT L4y R 11 ANEWE, 40k
[-XI %P, A2 Hi (Vernicia fordii)H, 50 4~
bZIP 3 P KWl B o ik 12 A,
(Coix lacryma-jobi L.)#) 83 4~ bZIP J& K 5Kk Al
AR5k A-T DL KA S 48 11 AN iE! Y,
TEKFER, &F 89 4 bZIP FHFEKEM b, J&
Rl 3 ARG Z bZIP & AR N-(X) 7-R/K
By, M HHERR . KFEH Y 86 4~ bzIP H[H
KAy T AT 25 10 DRI,

PRI bZIP B Z 15 A W 13 i 4l
B, RS T ORWER . i 51 AT LU S iE00 ABA
M )7 K5 DR i 2 DX 3 i) 13 G 4 (ABA-responsive
element, ABRE), 44 il H: L i 1 227 8 2 [ 1Y) 3=

kP W FR o ABRE 4544 F1(ABRE binding
protein, AREB), A Wik F & $5 ABF1-4.
AREB3 . ABI5 #1 GBF4 %, Ef1LLER TUATHY
T MERT ABA (554218 %O, G 51 5
ABA sAEAYIINAE(E S A IS, 75 ABA 5
5 P REREEE R - 1-AH G R 1P 2 (sucrose

non-fermentation- 1-related protein kinase 2, SnRK?2s)
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Wi o FEVS . Fh AR A Y aa
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BOLF IV, SRR EE bZIP HAth %
Dab AL AT b e =27 NAL I 3 g 74 U8 E
ISk, FERRESH S myER . M
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2 bZIP # FF F W R LB

B BIRRSE AE T LLR T & e A
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S, EREIT A WiE bZIP 5K 1,

24 AREBI1/2 f&5F X3 R-X-X-S/T i £ /Y
Ser/Thr 5% L4 SnRK2 7 [ ¥4 Mt i AR 1k 1),

AREB1/2 W5%E IS PER S , AREB1/2 HUBEER 1L
ST TR LB 5%, L, A JEJ% bZIP
ESER B IRILTE ABA (55 @ T EE AT
sk fE Y. ABA #RHi ) AREB/ABF-SnRK2
i [ O IR B AEAE P 19095 3 i e o R R HE T
KHEVE , Li 2575 1735 % [Fagopyrum tataricum
(L.) Gaertn.]sF & Pl—7F] bZIP %55 N T FtbZIP5,

L IR bZIP 5% 5 [ A W% 4 4~ ABFs A 5
AROEW RS, AR IT ol Rk L
FtbzIP5 J& K FEAL T T S FMER A T 51 & 14
febifh, Yo T LR O T R AR b
BEPYE; SR AR, FEEYRE ST
ABA R ) B 38 i 10 5 KT (RD29A . RD29B .

RAB18, RD26. RD20 #l COR15)% ik /K- i % T)
1o, TERFERE XU AR v 7 18 HH B IR 1k FtbZIPS 1Y
HAEFE T FtSnRK2.6., iX4625 K], FtSnRK2.6
WX FbZIPS MIBERILIE TS ABA KRS
SIE I, B SR LR T O AT R T 32
Mo AR e SR PR BT 5 ST A
BRI S PR FtbZIP83 JE[H, el srrh
1 RIE FthZIP83 eI i J DX AE ) Py it 57 i
AR o e BE DRI R A R PR P i 2 i R S A
TGP R TR R T AR R R R R T S T
XTRE . BEAMATGE T I REME FtbZIP83 BEMRILIY
FHHAE & FtSnRK2.8/2.3. K& T SnRK 1M
A, E5 K & 34 (calcium-dependent  protein
kinases, CDPKs) W AJ AT IR fbIF H g A W%k
bZIP #sEHNFPT. FElm T4, AtABF3 #
Thr'® | Ser fl Thr*! & CDPK TE{&S A1 iR
B2 A5, FTLL#E CDPKs #ifR 1k, HIhBEBL K %
AR AR T R R R e A i 32 Y SRS T
AtCPK4 il AtCPK 11 ¥ 0] DA R 1k, ABA i v 5%
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SEIHT AtABF1 Il AtABF4. 81/ I S BE Bl 2k %8
A5 cpkd-1. cpkll-1 1 cpkl1-2 {1y & Hnt A 7E
BKSGMH T RAKERRE Z, MMkl ACPK4 Fil
AtCPK11 140l B T A Mk LL B AR R B A iy 2k
KEw A, JFFHBEREGT ABA W& KK
ABF3 i # ik /K-, il 14 CDPK #4519 ABA
55 R T R L L O o R A R e
(TR 32, T4 % StABF1 # StCDPK2 i i
O BEER AL, AE Ca’ MR A% A T T i
ABA FEL A BY . Zhang % BU%E B R IT
AtCPK6 ¥4 Rfk AtABF3 F1 AtABIS, /%
ABA 5555, MG sR ML T 2Ptk
/KA OsbZIP23 FIHLl R ST ABF/ABIS W2
IR R, FEKRE 2K )R T4 = RIR
B B, OsbZIP23 5 SnRK2 & [ 34 [H) 4
SAPK2 & [ I AH B AE FH I 9k 0l R 1k 030G
OsbZIP23 il HAZ45H ABA 4 BT SCHHE 1 g
ME [N OsNCED4 Hyjagh¥, TEJR#EHT kT
RIET EE P 5 OsbZIP23 A 8 ¥ 5 M
RIPERY) OsbZIP46 AT SAPK6 75 [ I8 ik 1R 1L
WS, KR SRR R RSN B
OsbZIP23 AR, if3Rik5EH OsbZIP46 (1)
PR BN 6T ABA SUSHERS N, (FLf 52 i A
TR, MEZ T, JREBRKGEHE D B
OsbZIP46 (OsbZIP46CAL) R L TE F Wi e My ik
it & B M W & & & A (late embryogenesis
abundant proteins, LEA), LEA 1 HY) %
2 IR (A, DA T 38 S e i R )
BT I FSE #E57 T — 4% SAPK10-bZIP20-NHX1
P FIVE AR DG R B (5 5 E i, A KA i Rk
OsbzIP20 AT LA i H 5 /K s AT A AL g 5 i
R SR, DT e B i IR KRR A e R
PrF 5 OsbZIP20 A LUK OsSAPK10 BifRfk i
5, BERR ALY OsbZIP20 358 T % NHX1 3 i
31 ABRE JUff1) DNA 2565 71, Hife
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NHXL 5 5 5% NHX A/ h—Fh Na'/H iz 14k,
ALK AR 2450 Na iz 2o, HArdE
R PRSPl B EE/EMDY, i H OsSAPK10
W] DL IR AL IF 0% OsbZIP86, 5 T i #E it
OsNCED3 i3k, MM T 7Ha T ABA
R Y/ R A

S Ath, 7 3% T R ) 5 PR AL T TS bZIP
HeSRINF. EAMNET, EXK ZmbZIP68 #453%
SRR EAY i B/ T ES P 2P URC g S =P U
ik ZmbZI P68 A A Y 5 - 1t T o I ey T AR A
HE— 5T K B, MPKS8 0] LR 1k ZmbZ1P68
() Ser™ i £ o B4 4 A T 285 S 7R , ZmbZIP68
i T 15 T B 7K W 2% (dehydration response,
DREB1)#; 5% H 73k, #Emi#l T DREBI1
54 R 13 (CORYJE I 3 8 1 (1 45 47581

3 bZIP %X FH F Wi & bBE4w

12 A —Fh A A R S G R 1B
Wi, FESEARREEA L. EARZRLE
feil i RBOSEHEL) ., Z R ABE)MZ ER
HERERR(E3Y AL IS R N, R T2 %5 Hin
BRI, 212 R M8 268
AT B AREAR D TE B YR, K20 %
HFHR 77 E 268 2 FREAGR R R AR

TEMFR ST A R bZIP Bt H 1,
AtABIS5 J& ABA {553 B 1 RPN+, 1
AtABIS 4% Z 517 £, B3 Z K
# W KEG (KEEP ON GOING)& ABA {55 111
PN T, 5 AtABIS 2 Z AL FIRE R AE C
KEG 7EAMN S AtABIS M EAEM IRz £k
H 344 (7RI R RN, S Ah 2 4 bZIP Bk
{7 AtABF1 il AtABF3 1523 KEG (145,
KEG ¥ 15 AtABF1 fil AtABF3 #H H.4F 3
TR, HAth bZIP #52HF, W AtABF2 il
AtABF4, A REW AT R REARHLE M 7EK
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feit, MODD fE R —# 5 OsbZIP46 AHHAEH]
Ay, SHIEIT AtABIS 4548 11 AtAFP
6, #5F E3 Z RXiEH:E OsPUB70, fiif
OsbZIP46 fH [1REf%, MM ABA {558
e, S A L R MR BT R

CaDILZ1 J& T3i#l bZIP HE A F K D
W, 1k F A CaDILZ1 B4R IF M bk S AL 26
1. ABA & ot A1 5 Ji K K (CaNCED3 .
CaRAB18 Fll CaOSR1)() ik it B 1N . J5 L2t
KRB, B CaDSR1 HfEIZ 1k CaDILZI
EESRHF, JFAT 268 B AR CaDILZ1
00163 AR IR - 7 90 e W= ) ST R O34 € A
BRHL CaASRF1 1% —~ RING 55k, & —
E3 2 KRG . WF9¢ &, CaASRF1 nJ LIz &
LB D M5 bZIP % 5%+ CaAIBZ1; #ET
LA R K G , CaAIBZL WL EBk 1 28 A8 AT Ak 1 32
AU T AT AR , I FLAATE SR Jy e 1 B i
T BRAE AR s S5 CaASRF1 a1 5 %
SRPEF CaAIBZ1 ByFE M, IEIM 45 ABA {55
A AT R i 2. CaASRF1 iR AT LASZ
ZALH A W% bZIP ¥R HF CaATBZ1, 7E
TREMT, CaATBZL VLERAYBRHUAEAR <FLIT
JE 40 /N T A AR, A7 RS0 50 i S A
(CaOSM1, CaOSR1 Fll CaNCED3)f 3 ik i &
T EP A RUMERR; MK, CaATBZI1 iEid ABA 4t
SHME S SR T R R AR
BR T CaASRF1 AJLIZ ZAUFFFEAR bZIP 558+
4k, CaATIR1 WHA E3 12 @G, 7T L)
F 26S FEFIREHA RS CaATBZ1 &R,

4 bZIP # 3k FEFH SUMO 1
-4

SUMO 1k 572 R AR JE, SUMO fbA
HAENFE R, R H AR E
FIRIR S, SRR 1 TG 1 K 5 HA 2R 11 A A
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AR R A ET A SUMO % 1 (Pre-SUMO)
Ll R SEEIER, C mpkIL R, WO A
) SUMO # 1. 7£ El #iSEFfER T, #5%
#| B2 HEBCHE F, JF5 B2 MEEEESE S . BIGTE
E3 #EMMERTEBEIEEND L, %K
SUMO k&™), &4 5 i) SUMO & A B4
2w, —J&7E SUMO HEAMMIEMT, HHE
[ 22 [ K% W7 B R i B 7 SUMOO 25 11, BV
M2 SUMO fb; R 7E B4 M ERTT,
k2L e 4L SUMO 1, JEM SUMO %5, R%
Wz RIbREAR,

TEMR ST, AtSIZ1 J2 F %K) E3 SUMO
AT, AtSIZ1 %S SUMO k] AtABIS 4%
SR FI 391 iR ARk |, AtABIS 1Y
SUMO fb &Ml F+#i 'k , S840 FMRA
A=, 1 H ABA Wi N JE R AE sizd 28 AR (R4
R R E e TR AR, £ 9z1 HEE
ABA {5538 i 19 PO fEOK AR,
OsOTS1 J&—F SUMO % (i, SUMO & [t}
A LAPRGEGY R SUMO I, gl Rkt F
ST, SUMO & FI7E T2 F1 ABA A T 25
PR . SEFAETA L, KRS it ik OsOTSL
) AEL AR 22 B M R LRI B P R A R 2R R, AR
OsOTS-RNAi Al K I A B it ™ 5 i 3%
A, MHZF, OsOTS-RNAi A# bk A4 i 51 B
4R E . Jf H OSOTSRNAI ¥k & #Y ABA S
By R /D 3 %, OsOTSL i [K] fih fik 2 1 ik
TP ZE ABA LR, SUMO & AR
pIN T R 7 SO R ST S S W S T g R A U
OsbZIP23 AHAEHE SnRKs MR 1k IFI0E Hi
SEVETEIGE, M OsbZIP23 FiffEAE SUMO 1k
s SXTREFNL R R AL, OsOTS-RNAI
kR OsbZIP23 2 [ A SR FE RN, JE i e
ET OsOTS-RNAI #& R i 44, [Hitk SUMO
fE i OsbZIP23 Ha58 T KRG X T S A 32 1Y
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5 REERE

BB S B Y R N s kR
i —Fh 2R AR A e 2 R R IR B 2K, Xt 4
& THYEAFRIIRE. bZIP #E T BHeE
Je 6 i A A i N7l A P Pk T LA Y
YER . bZIP &% 5 N 19 rs s iR fk s, vl
PiE ABA {55538 [, B SR A PR EE A P A 1
itk Bl BOERE . B2 255 WA B3 w42 0] LIH
¥ bZIP F TRz Z40E, Mz 21
bZIP i SR 26S B FIRHAREfF , 2 ABA
55, My JE A= Y a . £ SUMO
1Y bZIP &% 5 Rl —J I Al DAAR S B4 145 4%
Ak, T2 SUMO %, 29k 26S & 4
Wef# o, 75— J7 1, SUMO 1L HY bZIP %% 5% K - 7]
LI SUMO # FiEE SUMO 16(8 1)

FIE T bZIP B st T 10 e K&, Bt B
B A R bZIP 5 K B R (LB i 5% 45
TR, TiiXF bZIP % 53¢ B 7 HAth W e 1) s 1R 1k
BRI IR 50 o A W% bZIP 3% sk H 79 Bk iR
IV AE L F ) R-X-X-S/T, &A1& 5 vl
DLV ABA {55 Y, 1 A W KA bZIP
SRR TR S A KT R-X-X-S/T M3L)F,
WA FEE— 5% .

HWR, —> bZIP B s A 7] LA Z Fh i
JE A, B0 ABIS AYIZ &AL A (K344)
SUMO b7 A5 (K39 1) AR A0 o il e 4%
BHEHLE N A . 5 SUMO b ii—FE, 2
ZAL B2 AT A, bZIP %% 5% 8 7B AT DLk
wERER, Wik £k, HzS Rk
A bZIP #5525 ABA 5k E
Z R AR R

)5, SUMO E3 EHEBEA AT LARE PR 1R
BEY, 0] LUKT SUMO 1L &1 2 45 5 hinks
WERS AT o B ATEZE SUMO fkH, SUMO &M
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e SUMO SUMO jil \
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P I I A n T,
{ ABA signal transduction :

[ 7 Ubiquitin-activating enzyme \:’ Ubiquitin-carrier enzymes Ubiquitin-ligase enzyme é bZIP

Q)SUMO-activating enzyme @ SUMO-conjugating enzyme @ SUMO-E3 ligases @ SUMO-EA4 ligases /_."'

1 EYLZIP HREFHIEIFFEIGSEEDMBERE  A: bZIP ¥ 71 SUMO 1L, B:
bZIP &% 5 N F B RRL A& M. C: bZIP Bk H Tz Rk & i
Figure 1 Post-translational modification of bZIP transcription factors in response to abiotic stresses in plant.

SUMOylation modification (A), phosphorylation modification (B), and ubiquitination modification (C) of
bZIP transcription factors.
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