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Research progress on drought-responsive
transcription factors of Populus
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Abstract: Transcription factors are important components of transcriptional regulatory network of
poplar in response to drought stress. The downstream target genes,such as drought-responsive genes, can
be transcriptionally regulated by binding of transcription factors to specific cis-acting elements in their pro-
moter region. Thus, transcription factors play a leading role in response of poplar to drought stress.
WRKY,NAC,bZIP,MYB and AP2/ERF transcription factors in poplar genome are the five most impor-
tant families involved in the drought-responsive molecular process, with >80 members in each family. This
article briefly introduces the research progress of poplar drought-responsive transcriptomes and compre-
hensively summarizes structural characteristics and subfamily classification of the five transcription factor
families, the way they transcriptionally regulate downstream target genes,and their role in poplar drought-
responsive signaling network. We also pinpoint existing problems and future research directions in under-
standing drought-responsive transcription factors in poplar. The paper aims at understanding the molecular
mechanism underlying drought tolerance in poplar and provides references for cultivating new drought-re-
sistant poplar varieties.

Key words: drought stress;poplar;transcription factor;cis-acting element;transcriptome

(e AT 2022-01-13

[EETH] VLI ARRE A4 45T H (BK20150879)

[(EHERAT KFRA996—) 2, Bl iR AR L , ZENFAGW 0 TAEW2EVSE . E-mail:2x1961109@163. com
EMEES] & HEQ984—), B Wi g X L U i+, =2 N F W 3 N4 %58 . E-mail: zhusheng0701 @ foxmail. com



72 PO AL AR MRB 3 2222 4R (A SRR 2 B

>

5
(oa)
2

A PR A AL T BT B AR A R i R
WS 7 R AR AR S R G T . dE S
Ihe A BR AL 3% B9 & Mot BUR F R M Chteps://
www. un. org/en/events/desertification _ decade/
whynow. shtmD , 173 [ 2 3/4 19 n] $ b 180 A0 T
TROCETREH X 5 FA 5 S K IR
KA1 AR B X il v 2B 38 R G W R 7 AR
TR R AR T R 8 2 BRSO K oy
BHIRE S BB T AR IR e T fE
P ) G O e | A T e N B 78 i -8 BN AN T30
BACAIBET BR T H AR B RSN, TR T
A5 A 1 HLE N B A R BE T i AN A
E SN | N o N SR E U L LR I @ (DR e S
1F 25 5 BOR A A A W22 AR A fige E0) 44 3 278 DT
S A B P i AT R A it — AN A
i T A %86 11 56 DT 981 42 IO 246 mie) 7 1 5% 38 T e o [
F-(transcription factors, TF) &% ¥ 4 W 4% ) B2 35
PRy o B sk K0T AR A BT ok 2> 7 &
Folt o — b HL s ) (e R PR

W) e AROR T 5 ik 3 o 137 AL ) AIF 5 o ) S A R
B RE X T MR E T2 5 1 50 f o
B, fET R (Populus trichocarpa)
(P. euphratica) BRM LA (P. tremula) .F2M 1L
(P. tremuloides) F/N 45 (P. simonii) 25 4% J@ #f
o £ 35k P 20 AE S i 2 Bt i DA B A A i L B
PEm A B2, WRKY . NAC,MYB. bZIP fiI AP2/
ERF 45 T2 5% 55 R 7~ 5 e A Az 2 TR 20 b 1 00
W o 3 L PR R M b B 43 A BB R 3K KT R BE 3
TR A S, B WRKY ,NAC,MYB, bZIP
Fl AP2/ERF 45 i 28 5% 58 K~ AT LAR 3 T Ui 5 H )
Bl DXl T FRH SC I Ot fF (4 W-Box, ABRE
(ABA-responsive element) il DRE(dehydration-re-
sponsive element )™, Jf i# o Wi 7% 8 Cabscisic
acid, ABAVIRHIAL 55 ABA JE #8188 1 4% 1% 5 ik 42
2 S B B AT T S TR o
5 3 5 S DY 1 T 5 O R Y SR £ 3k T i T
VLB 7 (Arabido psis thaliana) F7KF5 (Oryza sa-
tiva) WK —F LAY AR DWW K2 H 4K
A SR A SCHE IR T A AR e R 5
%) Btz 53 2 2 0T 5 2 o DA B O 2 o ) 1 5 o b7 4% 2 R
5T WRKY NAC,MYB,bZIP fl AP2/ERF
SRR DG S IR AEA W T R 38 I 5 b ) 3 e
550 RS DL TR AR 58 4 4 T 52 03 1 AL B R
BB PO B ROR R B AR

L i1 5 da 5 e 4L 0T 9 0t

F ik F H bR 25 (expressed sequence tag, EST)
AR TR 51 B DR R B 2 B 4 0F 52 A ) i o
T 5B 38 B SR 2H 2 0 PR A R T EOR AT B TR T
LI 5 MR 06 (At e B R . Brosche 2670 Fi) F i 45
cDNA 2298 S 9 14 000 45 EST FE41 k15 T 6 340
A~ Unigene, 3X 28 7 51| A g 5 & 4% 1 07 ~F T 5 4b X
L BBER 55 A O, Horp —ER2r J® T # sk 7. Yan
S Affymetrix S R A T 5 BOR A
B0 R R S e sk, KRB EREHE T
AP2/ERF.bZIP. MYB.NAC, NF-Y fil WRKY %
e N7 RS M 4 1 (heat shock protein,
HSP) &% . Chen % FIHIZHEARKI T 1028 4
NG e SR A T R 38 b FR SR B 25 e Rk,
Hop 77 &SRS E T bZIP.GRAS.MYB.NAC,
NF-YA.RAV.,TCP M1 WRKY &% 3 N T Kk,
Yoon %277 84K 4% (P. alba X P. glandulosa) Wi
O R0 A R R A R T R B T 4 346 4> 25 S
Z%3k #: [N (differential expressed genes, DEGs), H:
H—3#B s 45 bHLH, bZIP,C2H2, MYB,NAC #l
WRKY 5555 58 K1 506, DL IG & & W F & &
[ (late embryogenesis abundant protein, LEA) |
2 fL s A CAP160 S DI BE4E 1 .

RNA-seq Hi R fE—EREE L4 T EST H A
SRR R HARMAR L BA A R
SR IR L 20 BV R SR A E B2 B T AROR
M) S8+ 5 36 A i 5% . Chen %6 (2017) il 3
AT AR ABA 43T A7 e i 5 A AR A lEE 7]
(P. hopeiensis) ] RNA-seq 23 & P, 19. 3895 ~
22. 190 AN FRIBEAE ABA L5 8 h i L
#7254k, H AP2/ERF.NAC,MYB. MYB-related,
WRKY \bZIP 4§ 6 A% 5 K 8 i 51 LA 6 A []
WA S5 ABA w2, [A4F, Mun %5
R E L (P, davidiana) T 530 5% 56 40 22 T 0%
SIMTH R B, a6 h 12 hJE 480 12 403 Al
12 4144 DEGs, H.rip—#4 DEGs J& T AP2/ERF,
bHLH.C2H2,.MYB f1 WRKY % 3 [N T K %,
Yao % H H] RNA-seq H AR M T/NBH (P si-
monii X P. nigra) 7 NaCl.KCl.CdCl, fl1¥R 2, — ¢
(polyethylene glycol , PEG)4 FhdE A= ¥y 8 4b T
) 4 287 A~ TF Fe N A5 A I 118 3Rk
VRN 226 AR T A kPR [ I R AR X 4 R
i A R L Hor 40, 70 B SE R B T ERFLWRKY
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PR 5% T S AL 400 T 07 1 52 JBik 3 1) 32 2 S IR, G
B3 3 P AVE F oA 2R R0 R i R A
HEIT S 54 ) T 5 ae 25 3 AR LR R 4 I 4%
WK 1., HETEFZEM MR Z ] T KT 5
M W AHOC TF 3P, 2 20 M T WRKY . NAC, bZIP,
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MiFEHREWLE 1,
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Some ﬂﬂﬂg*ﬁ
MYBs,WRK Ys L g :
PIrNAC006/ PirdREB1-¥ i PUrERF139
007/120 3
PrWRKY35 | i "AIB* p | PagERF16
PalWRKY717 . StWRKY28 | eS|
. Target gene —
% 3 Transcription ‘ ANAC002
e = | ABA1
Target gene— Target gene — DRE A
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Fig. 1 Gene expression regulatory network of poplar in response to drought stress
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Table 1 List of transcription factors of poplar in response to drought stress
o a3 L 5% 1) . N
BTN ww  REOR o IR AR R ik
Gene family Gene Spectes trom which - opecies trom which Inducible factors Target gene References
TFs were isolated ~ TFs were studied
. - PalNACO002, PalRD26,
B i )
T 5 A PalPYLY.3,PalABI2,
WRKY PalWRKYTT P. alba o P alba o Drought and salt PalSnRK2. 3. PalABF1. 2. 01
pyramidalis pyramidalis PalABF4. 4
oy =| N 7 3
PUWRKYIS/  ERH 17 7 oA U E I RD29A.ABOS. ABIL. o
35 P. trichocarpa A. thaliana é ous ABI5,DREB1A

(negatively regulate)
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Gene family Gene >pecies trom which - species trom whic Inducible factors Target gene References
TFs were isolated ~ TFs were studied
EARY S TR N QO ‘
WRKY PirWRKYS9 P. trichocarpa N. benthamiana Drought and salt N:SOD1, NtAPX2 [33]
B 7 N
SIWRKY?28 S. linearistipu-  P. davidiana X o P:SOD, PtAPX [34]
. Salt
laris P. bolleana
- ERY EHH T 5 -
PirWREYTS P. trichocarpa P. tomentosa Drought PAL1 [35]
N N o
PsnWRKY1-20  P. simonii X P. simonii X v [36]
. . Drought
P. nigra P. nigra
. A W R IF TRAER
NAC PeNACL P. euphratica A. thaliana Drought and salt [37]
COR47,RD29B,
1 - g g
PeNACO36 ff*ﬁ . j'{“ﬁ?fl. ;'): ' ﬁ:l*;“ Al ERD11.RD22, [38]
. euphratica . thaliana rought and sa DREB2A
1 S 2
PeNAC034/ ik 7] IF PR .
. . Drought and salt ( ne [38]
045 P. euphratica A. thaliana .
gatively regulate)
W B X BR K
— “HAK 89571
172 = PN
CarNAC3 MWL P. deltoides X TR [39]
Cicer arietinum . Drought and salt
P. euramericana
‘Nanlin 8957
KM B X BRE
- “FIbK 8957 1%
B © = FN
CarNACS BRD P. deltoides A [40]
Cicer arietinum . Drought and salt
P. euramericana
‘Nanlin 8957
PirNACO0S/  ESH S 3 T [41]
007/120 P. trichocarpa P. trichocarpa Drought
AN U 7] T8 R R JE R ABA
PsnNAC030 P. simonii X P. simonii X Drought. salt, tempe- [42]
P. nigra P. nigra rature & ABA
+ T
MYB PirMYB94 ERE I?Ft[jieiﬂiﬁ TRA ABA ABA1, DREBZB, [43]
' P. trichocarpa : o Drought and ABA P5CS2
A. thaliana
EHY U7 T PAL4, CAH2, 4CL5,
PtoMYB170 P. tomentosa A. thaliana Drought C3H3 [44]
B ERY ERY T 58 NA
bZIP PtrAREB1-2 P. trichocarpa P. trichocarpa Drought PitrNAC [41]
Wit 23?5% R - 251 ABA PeADFS5, PeLEA, Pe-
PeABF3 . P - MYB74,PeMYB41, [45]
P. euphratica P. tomentosa ‘Yi- Drought and ABA
S s PeRD20
xiancizhu B385
: ik 7] PR ST T RAER
PebZ1P26/33 P. euphratica A. thaliana Drought and salt [46]
e SN
I{Z\ %Jﬁll Wb B o L R 1 8 __ PtaPRODH1, PtaPR-
PtabZIP1L P. tremula X P. al- - ODH2,PtaFLS2, [47]
P. tremula X Drought
ba PraFLS4
P. alba
IR 26 4 F il < T89”
AREB3/ P. tremula X T8 r48]
FDL1/FDL2 P. tremuloides cv. Drought
‘T89’
o . i WA TR 4 ABA (
APZ/ERF PeDREB2L P. euphratica A. thaliana Drought,salt and ABA RD29A,RD29B [49]
5 - K FEVe Fl g
PhCBF4a/4b Rl L Dehydration, cold and AtRD29A, AtLEAL4, [50]

P. hopeiensis

A. thaliana

high-salinity

ArCorl5A




%3 TR, SE AT SR A o R A S5t TR B T 5 R 75
& 1(&) Continued table 1
' E=%, L 25 4
34 5 14 BIERE L FGHT A SR
Gene family Gene Species from which - Species from which Inducible factors Target gene References
3 7 TFs were isolated ~ TFs were studied ) )
i TP R E o i
AP2/ERF PeCBF4a P hratic p \t . tosa * Yi- Dehydration, salinity PtRCI2A,PtDI21 [51]
- euphratica xi"m:i’:}jg I(?;SS’ ! and low-temperature
AR i B e =
LbDREB6 Limonium bico- 10 )@ T " AQP,GST,LEA,TIP [52]
lor P. ussurensis Drought
K 2 11 4 - -
PtrERF139 BRY %%ﬂiﬁzax TR LACS, LBDLS, MYBSS, [53]
. P. trichocarpa P. trérnuloide& Drought and salt ANAC002,ABA1
WOk RER RAB<REE
PagERF16 P. alba X P. P. alba X P. glan- J;‘lt NAC45 [54]
glandulosa dulosa >a
N N e
PsnERF76 P. simonii X P. simonii X +q:‘;1"*u IIABA ABA LEA,GST,HRGP [55]
P. nigra P. nigra Drought. salt and AB
NE ) e
! - P IT T 5 iR ABA .
PsnERETS ? :IZI_’;:_):“X A. thaliana Drought,salt and ABA [56]
N N N
PsnERF11 P. simonii X P. simonii X P. gq:*ll{ljfl d salt [57]
P. nigra nigra rought and sa
2.1 WRKY & F K ik 7 1E & H 7 4 & it 2 1% 5 3 WRKY JH (PsnWRKY1 —20) B R iAfE X, & 3
W Ho 15 AL %k T B E TR S, Imran

WRKY TFs J& i ¥) 57 A 19 5% 5% K 5, H oz 5
(ND ¥ F1R 5 (O v 73 9 #1 A “ WRKYGQK” i 5F J7
FIFNEEFE 54 AR 4l WRKY 45 #4 48 () 5 I
HAEERE P 4R /0o 3 4l A 4E T 4. T 4l Al
Hs T 4LAN Tk bt B C2H2 B8 3L . T4 v
WRKY A 52 HAT C2HC B8 37, 10 11 41 X n] LAk
—E i Ma. ITboMe . ITd A e %5 AW,
K og R B, WRKY #% 5% 7 0] G882 5 48 9 i g
S AR AE Y an ok B ) 5 R AR ¥ R DL AR
et HEr. — 2 B A SC A Y WRKY
BN P B R IE. B AtWRKYS57"Y | Os-
WRK Y1152 f1 GRWRK Y415 |

WRKY % 5% [H 19 4= 3 [N 21 45 0 S =+ 2
BN BRI S A 0 5 © 7E R 2 A7 JE A R orb ke gk
. JEARE BRI R A P — I i 122
A WRKY 5K 515 B 51, A 46 34 A4 T A 51, 78
AT AR D DL K 10 A Tt B3 5 56 F 3 sk i o i &
M 62 4~ WRKY Wb Rk a2 T 25 %,
£ PEG o ABA 4 ¥ J5. B R M8 i 80% 1
WRKY 45 [l 41 3 F p 51 5 B 3% 3k 22 57 A8 fk
Wang S S 5E T 108 A~/ Ay WRKY 3R, IF &
A 13 A~ WRKY 5 [H ] 532 2038 32 W8 Mg &=
ABA ()5S BRI R 2 F S WK 27
B, Zhao &5 0 Hr T PEG Ak BE R /N B A5 20 4

SR B AU R 5 i SRR P 2 P A R
RNA-seq 4 4L %% T 87 4~ WRKY #4 5[H 7,
Horpiff SRS AP A T 2 3R LR WRKY 3
o T U S R B A B 2 0 R GA FIE ) WRKY
M,

VFZ WRKY TF i i 5 51 i gh 4 H [ 5 o
R Al WRKY JE K 1 )5 8h F X W-box, IF 7] 5§
7 1) TS 25 b AR AR B 3 1% 28 RN . BRSO Ac-
WRKY40 o] DL H & 45 & T 5 F 5 & KW
AtABF4 . AtABI4 AtABI5 . AtDREB1A . AtMYB?2
M AtRAB18) J& ) X ) W-Box., i7F 1fif ) ] $8 5 5
£k BEEK (P, alba var. pyramidalis) Pal-
WRKY77 & AtWRKY40 [ — A4~ 6] I 3[4, 7 L il
15 W-box &5 & M40 il ABA LR % 5 2 K (i
PalNAC002 H1 PalRD26) L}z ABA Ji 2 56 3 A
(4N PalPYL9. 3. PalABI2. PalSnRK2. 3. Pal-
ABF4.2 il PalABFA. 4) i 33k K. DT 67 1] 34
£ ABA A 309 AL G L I BE AR A BT S R
PESY . B PorWRKY18 Fl PtrWRK Y35 J2
BIF AtWRKY18/40/60 ([ I 3£ P4, ABA &b 3 J
H kB T, i PrWRKY18 il PtrWRK Y35 1y
SR L AR TR 4 T U SE AU R T A AR ABA AH
X K B (41 RD29A. ABO3. ABI4. ABI5 Hl
DREB1A) %35 T . ABA 8B TR K B X
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51 %

LS BB Y. £ R PorWRKY39 5 & #)
(Salix linearistipularis) SIWRKY28 43 5| 7F A6 &
(Nicotiana tabacum 1) f1ILF# (P. davidiana X
P. bolleana) T 1 5 I3 Pk i 2 3K, 25 (8 % B A A )
FIR) R ok i o e D I gk 2R R I, JE A i Ne-
SOD1.NtAPX2 il PtSOD,PtAPX %3N ) % ik
IK - 1 P 48 (reactive oxygen species, ROS) 515
[ (malondialdehyde, MDA) 1 2 F &, ‘& 11 7 fE
FEAE 52 5l R 38 8 i SR 3 s vh R — e AR
JAES . PerWRK Y75 Wl i ABA AR KMk 2 2
551 53w 0 A TR TN R i A T 1 (pheny-
lalanine ammonia lyase 1, PAL1) @ L%, @3 5
PALT J& 8 745 & H H OS2 3k . T Ae i K 4
4 (salicylic acid, SA) B £ ¥ & B 39 im0 ROS 19 1
Rl 2 G B i AAL SRR AR D 2R R
KB, Zhou ZES NRKSE 4% NE-19(P. nigra X (P.
deltoides X P. nigra)) /5 B A H 1k NF-Y #%
ST R IER RN PANF-YB21, & 7] Ll it 5
PdFUS3 By B fF, i 17 ABA & & ¢ # & N
PANCED3 B 323K /K ¥, 5 NCED3 3 15 # 5C 1Y
PdWRKY16 ,PdRD29B #1 PdDREB2A 1 i % ik
PANF-YB21 WREMRAR R A W2 LM, BRI
Ketm B WRKY J A e iy 1 52 0 38 9 AF 53 iz 38 5%
% B JE WRKY J [H Iy i 25 0F 5 BT H A4 5t A% 5% 1k
SEARBE TS Js BR T 400 B I 45 B AR A R A B L

)8 B R AU B R
2.2 NACERAZREKBHMEREEGHMMEE DB
R

NAC(NAM/ATAF/CUC) 24 ¥ 55 A 1) #8 K
B SR N 505 AR AR KR T YRR AR Y 30 e
LR A G i A s b R PR AR . NAC #%
SR N A S 2 29 150 A 20 35 R % 25 21 W 1
¢ DNA 8563, T4 6 TR A3 7 X1
AR FH oG i e C 3 o 22 B A0 s S e s
NAC iR 5l 7 31 (NAC recognition sequences NACRs)
SEREL N R 7 X g NAC 8 13456 /9 0 =L 4R H
JLfF. Ho# 0 DNA 45 & B )7 4 & CACG 1§
GCTT', NAC 3 Z 5 L 53 AL TT LLSE i 1R 2
+ SRR 3w )W KL X (40 LEA \RAB, P5CS.ERDI10,
RD29A F1 COR) () 2 ik &t , 7T LA S w9 A= ) Wy 38
I bZIP. MYB, WRKY 25 # 5% [ T 1 32 35 7K
T NAC HNE BN RN L EEMiET £
A Bl AR ST (117 SRR D K AE (151
MEBEREOT B R (167 DM FER O . B

B NAC 505 3222 5 W 75 48 W 3E A= W Bk 30w 7
WHEAKSREEHN KT FSRE, B RS HMIEE
AR ARMIE LB ST b A X R NAC 25
BT 5 A AR A iR B A AL R B 84K
W#) PagKNAT2/6b 0] 3@ 13 W15 NAC 25 #4 dok % 58
K (U PagSND-A1,PagSND1-A2,PagSNDI1-
B2.PagVND6-C1 Hl PagXNDla) It 3 i% % 11
T AR T 13 AR H ) 40 43 Tk R ER A BE LR
M PagKNAT2/6b 3@ 3 il PagGA200x1 75T %
USERNES i EiPi = (ke y BV INI(3-A.]
T W ke AR R 346 i LT SR R

4 PeNACL fJ& T NAC Rk ATAF R
W G A A 1 E AL T AN A AR IR R 32 T R
B 3B B BRI . HOR 2 ABA i T, o Rk
PeNACT n] 1 35 4 a5 % Jk P 400 7 I A R 1) T 32 25
JEANH SRR AE 11177, PeNACI BB FR A& T
RZ XA F T4, Bl 4 ABRE, GARE (GA-res-
ponsive element) , TATA-box, W-Box 1 & MYB,
MYC FI NAC U 5Ly B 2 4> ABRE Joff
B Ja 35 X3 R B (P4) 78 -1 52 R0 8 W 38 15 6] A 7%
BR . %W PeNACL 1] fig LA ABA B4 #1815 558
ma AR AR B 3T, i R 3k ATAF W R R
PeNAC034 Fl PeNAC045 2T J5 — 26 il 30 AH ¢ Kt
K (41 COR47 .RD29B.ERD11 .RD22 1 DREB2A)
R 2 5 b, I R A e DR 93 A Ak o 6 6 AR A 7K S i
24k s ANACO72 W7 K jE PeNACO036 3 [H ) it 3 1k
) R B 5 AL 573 A T 32 6 BRI K 3 4 g 0
TR PtrNACO06, PtrNACO07 F1 PtrNAC120
1) 5 SO W5 B 2 A B 3R bZIP Z 5 i 5t AREBI
HHE XL NAC E K5 3) T X 9 ABRE i 7T
A NAC J A 1 iF X 38 H3K9ac By 18 i & 4 5 1M
X2 PerNAC He [N 1 32 35 78 Ak 23 52 W A ) IR AR R
JiR R B » UL A I SR R R T S U A
PP AR i B R aa Y B B (Cicer ari-
etinum L.) CarNAC3 Hl CarNAC6 #: A i “ 7 Ak
895”5 (P. deltoides X P. euramericana cv. ‘ Nan-
lin 8957) AH Wk &2 B ) B PR A AR 0 25 8% B A KU
T IR 506 & R G UK SR ST A A
Jifg 3% M DL S AR ) MDA ¥k &, & B CarNAC3 I
CarNAC6 7] 68 A B T 3 22 47 & 5T 5 v S 4k
PEET B 84K b NACT3 K& PR A A8 35 4 Bk 7 £6 B4k
JHp 38T J B Y T 4R A Tl i AR ) B A
(superoxide dismutase, SOD) #1148 16 ¥ B ( peroxi-
dase, POD)) 7% 4 F1AH %} 5 /K & (relative water con-
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tent, RWC) . B /R 1Z 3L A AT BB 7E ROS i BRrig e h &
FEAEFRT . INBA PsnNACO30 4 i 22 i T 4l i 4%
A M, HRKZ T 280, ABA 5530 W 715
S TEAE Y e AR AR Y I E AR v B S AR
e, Wik, KZH A NAC 5 5 3L B
i YRR BT A A Bl T P L B DL ABA R /Al K A
%A T Ui T 5 e g R ) 2R 5K KT E A )
TR an i AR v 2 R AE A

2.3 MYB EREKKEFIEREEGHTEEPHOFR

MYB(v-myb avian myeloblastosis viral onco-
gene homolog) JEAH Y 1 e K #% 5k K+ Kk Z —
Z: 55 40 53 Ak L 0 R B0 R 4 R RN BR R I
W AEY A KRB AR A T MYB
N A 3 & A o BE AR SF I MYB 4589358, 2 5 DNA 45
A AR B2 1 B B L H C AR I 1 55 A
FEFEET . MYB &N KA 248 5 4
SFREEZFS(1~AR) B EE R KL 52 HEHE
MR 5% S A I K 3 A o IR BE. 55 2 RIS 3 4 o
YR iE 2 5 I8 g -5 -2 E Chelix-turn-helix, HTH)
Pr&EMIL L. MYB TFs 0] LU i HTH 2544 55§18 5
DNA By K ¥ A7 B AE HT . DT o 5 38 5 B 1y 3R
I R N KGR SFEE TS EH . MYB K
%A LL4y A 1R-,R2R3-, 3R-F1 4R-MYB 4 4~ %
. R2ZR3-MYB RUEAMY MYB Kk h A i £
BO B GE  Ti ELAL & T R 43 6 T R 3 )
I MYB JEHSY ) k28 R2R3-MYB 3 K 78+ 5
T2 5 ABA ISR CH LR, £ 2 5K
e TR O R MR R R A 5 i Sk e, I
TEAF ) 20 258 1 AR A W B 58 W 38 Oy T A $ H EAR
I, Wilkins S5 7E B RAZ I AL v1. 1 A
WET 192 4 R2R3-MYB W K% 3 A, Yang 251
MERGEE KA v3. 0 A 423 4 DF
R2R3-MYB W KK 51, & B H 15 4~ PirMYBs
55300 RE I 8 A OC BRI LA R IR M 0T HOR 2 80
KRB Z 3T 2 EES.

ER ¥ PrrMYB94 5 J& F R2R3-MYB W %K 1
B, A ABA RT3 A OC 3 B Can
ABA1.DREB2B 1 P5CS2) () 3% ik , i#F T 45 5 %5 5
Pl Az B X6 5 38 00 TR A2 D Rk B
R2R3-MYB W5 & i 51 PsnMYB108 4 14 5if 4 5t
K7 i 1 ROS 35 B fig 1 5 Il 240 e HE A1, 52 i
ABA i Ji7 3 [H ) 26 15 KL MOk £ 1 B 5 K
W —2 MYDB % 5 [ 5 75 A8 4 306 355 o) By o 2 o m]
RE W AL R ORI R 5 R M0 B0 E

B, & [ 4 (P. tomentosa) R2R3-MYDB W. % % K
51 ProMYB170 3 ik 56 P A AL 4 4K 9K 43 3t 2K
23 PR 3ok i 28 3K T e 3 PR 0L e O R AR T R L O
ELAE WA A T ot B o O ) 3 1 AR 5 R A A
FER (I PAL4.C4H2 4CL5 . HCT 1 C3H3) {3
B, L Y R K CCCH R HG St 1
PuC3H35 7] DL #4545 PuANR 5 PuEARLIL 1y
fa 8 F X, ifii PuANR 5 PuEARLI1 W58 i3 38 Jin A
WIEAE T ZMAT R S i w24, 5
Ah AR /D 3R-MYB W 5% 3 PR R 19 48 4 40 i )&
WAL M B 40 B B4 Potri006G085600 I i i
RS ERUR

A Al 53 PR G 0% b ] LAGE 3 9 MY B
FLH 235 T 25 ABA FLT 520 % i FE .
GATA FJE & iE JLEE R R — 4> 5
5 T 368 2 DD AR O M e S IR P R . An SFUVRIESE R
W, ER, W GATA ZERA MBI FREHS5T
2% S MYB 454 {7 &5 (MYB binding sites.,
MBS) , 3t %35k PAGATA19/PdGNC ) ER 34 NE-
19(P. nigraX (P. deltoides X P. nigra))FAEH .,
ERF.C2H2 #1 MYB % # 5 H T % ABA i 5 8
. PAGNC n[ LA H 454 PAHXK] R 81 7 X
JE 38 OB e I M AR DR TR AL b NO 1 H, O,
ORI s 2 S = G R R T R 2
WL.GATA WiFnal L5 MYB # & [HF 4 5AEH L IF
TEAZ B 52 B 2 i 7 1ok A v e 8 o ) R AR AR

M2 MYB Z% B L ABA AKH R FTIE ABA
WA T 5 R 1 2 5 0 4 ) g 3 A 9 a3 TS
B2 H AT A TH AR MYDB 8 5% 778 ABA R
R ELAE ABA R R T 5B e R AR iy Bk T
fE. WM XMW, Y MYB TF i i 8 97 A #
Jo 3 R A B DA AR & B R R T S A
PEFS . i MYB # 5 7 2 85 0] A3 a8 98 97 2%
R CBL3EAE T 3 A T2 0 0 R R ) Y Ak
Yy B LS I SRR B8 ATE AR T N L D
2.4 bZIPERRKBEREEGHMEME TN

M3

bZIP(basic leucine zipper, Tl 14 =% & B P 55 ) =2
P4 bZIP 25K 30 8 KA W 5% S F Rk 2 — 1]
2 MR Y B WA Y a5 AR A Y I aE
Wi o {5 5l B AL SR T R E GRS Y
RIS S50, bZIP 45 le — B & 60~80
AR WP SF T 5 AL 4E — A B e AR 5
Bl DNA 454 X, RL KK 4B 1 52 28 R B X,
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5

51 %

bZIP % 5 X -l ok 45 & $E B X3 3 7 X a9 i =X oo
PR R Gk, B 2 5 AN A . A-
box ( TACGTA). C-box ( GACGTC) #1 G-box
(CACGTG) J& bZIP % 53 A+ 31 51 i 5 UL =X oo
T, BRIEHARA 86 A 0ZIP S, v DL
— 3 12 DN E R . 45 AREB(ABRE binding
protein)/ABF ( ABRE binding factors) W % Ji&%.
CPRF2-like W %K % . GBF (G-box binding factor) il
K%Y, AREB/ABF W R G st W12 5HY)
ABA {555 il i  AFE T ABRE WX oo 4, #F 11
PEAA 95 37 W 300 7 28 R OG B IR I A s R R L 14 A4S
B AREB/ABF W5 % 58 A (1) 3k 7K F 32 31 SF
I ABA 135S . X 3R W] AREB/ABF W 5 Ji% 5 B n]
REW K — AN 21y ABA B St 45 U RS T
AREB/ABF W. % % il 51 AREB1/ABF2,AREB2/
ABF4 Fl ABF3 52 ABA FUBK 5075 5 A7 10
B DI REE IC A, AT RUZE B /K B 38 T B I I 1) 9 45
ABRE & #fi1': 2£ 4 (n RD29B RD20 il AtMYBs)
35, EBHRY PrrAREBL-2 1] LIRS 9 45 &
PrrNAC J£ M A 8 7 X B9 ABRE T [ ) i
i ¥ 5 ADA2b Ff GCN5 # i AREBI-ADA2b-
GCNS =JuZ & . it — LS E N BB E
BYMLEEAL PorNAC Ji 8) 7 IX 9 41 8 1 H3KO,
AT T B8 B I R K AS 8 PorNAC 4 3 1 1 5
5 TR 4 19 2% ol A A B et B T R EREEL aX
HB R bZIP FI NAC % 55 A 5~ i i+ 5% 38 1 20
THLHI T FE SR T WA AT C PorNAC (97T W 48
FEH LI K53 AREBI-ADA2b-GCN5 =08 &%
JE R LU A LS S R — Y. SRk
PirAREB3 & i ¥ 3 H T89 #% (P. tremula X P.
tremuloides cv. *T897) A bk 1) it 5 fg 77 $& w1 » {0 [A]
Bf o gmi ARy . A4 PeABF3 il HiES
ABRE Jo4% & 3k 8 #8 PeADFS5 ik, {2 #F ABA
B 1 AL G PAT 7T 3 5 50 A% 04 T 5 5 e Ak L AR
It 3k PeABF3 2= ] PeLEA . PeMYDB74 .
PeMYB41 I PeRD20 451 5L iy 38 1 2 K& A 1) 3 3k
7]( €7, [45] 3

¥ AREB/ABF WK Z 5, 43 HoAfth bZIP 7
KRB WS 5 50T R ha w4 p e of Rk
i PebZIP26 1 PebZIP33 Wtk &, 1@ i 8 75 ot
Jr AL B I 1 53 AR R0 A Ve L SE S R T R
T KL TE 1) 8 5 5% 56 D b B R T R
INRA717-1B4 22 Ff 4% (P. tremula X P. alba cv.
‘INRA717-1B4’) W) PtabZIP1L [N £ E KT M

R A AR A3 Ak X8, B A& R i R 38 Pra
bZIP 1Ly 5 56 PF RS Bk AR 2B 9 2 38 i 70 %0, F 55 38
e IR B A 3 o 22 i T A AR U T I R L R A T
i ok i 1R R 8 T 21 Ak 5 4 A5 DG SRR 7 1 1 B i
Z 5 MR K B R P e R 5 R G 0 AR W 2E
U, T89 4% FDL1 fl FDL2 F: A& bZIP 4% 5%
Kl FD-like JE B EATTHY oF 36 35 ] 14 5 5% 2L K 4%
R B T SR R R L 00 G A A G L A T e
T RNAI ARG 43 B 7 8 Z WY, i bt 5t
FH] FDL BN REAEEF e AW =it 5 T 218 0
P 22 8] 9 SF-A rh J E E AR

Zi L B bZIP W AREB/ABF J 4 B 51
i 25 ABA (5 ¥ 3@ am T 52 ha o #. 5
bZIP TFs Bk &M 5 ABA (555 S % UIAH G,
TR A1) ABA T R 4 A B bZIP ZK 65 i 51 )
FE 15 H At B DY 22 o) A7 A AR PR IR A 5 R i ABA

o T R I Rk,
2.5 AP2/ERF EEFXRKRHEHMTEREEHKNT R
R

AP2/ERF ( APETALA2/ethylene-responsive
factor) % 5% Rl 7 S AR W) b 09 48 R AR Kl 2z — i
R0 /AR A W W38 RN O X £ R P R
(4n ABA Fil Ethylene (Z %)) H A i, o] LI 42 &
FLPFEAE 2 W) 30 46 A R I 420 R . AP2/ERF
L5 B —A AP2 PRAF S 1 29 60 > AR
PR S FEER ALK, H AP2 25 04 35 A R HE S A I =X
YER oo, il i DRE/CRT (dehydration-responsive
or C-repeat element) fll ERE(ethylene-response ele-
ment), {fHE AP2/ERF 45 5 545 &%
FIJ AL, u oK AP2/ERF R % 7r . AP2, DREB/
CBF.ERF fil RAV % 4 AW 55 L & 1 AR 3
A (soloist)™ . Zhuang &M B R A R HN A %
SE 200 A~ AP2/ERF 3, it #lpE S AP2/ERF
FIEFHE N EH 1.4 4.

A W5 R DREB/CBF W 5 1% & 51 Al LR 1)
U A0 e R R PR )7 XA DRE/CRT = oo
P LA ABA JEMOS R AR Y T 5 Y R R IR AR
MM . DREB/CBF # 3¢ 7] LIGE AL A/
GCCGAC #0751 DRE/CRT Joff, 15 k74
NUET R A G R R k. W PeDREB2L
il 5 DRE/CRT o454, Il CBF/DREB
e (n RD29A Fl RD29B) F 26 3k , #1245
ARG IF 6 T 5 OR FE VS W a0 sz N A Rk
PeCBF4a S TR A PtRCI2A 1 PtDI21 1Y
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PR R IE N WA PS T 64 7 1% 86 75
M ROGGRE T SOD 36 M DL Kl 20 /R 5 W28 & &
P LN BN [ ek AT (T R (o 7
CBF4a/4b R B IR Rk 515 S H LR
J¥ AtRD29A . AtLEA14 F1 AtCorl5A 323k K,
T U B2 o e 5 DR 0 SR, 0 Rk kb
IM.¥ (Limonium bicolor) LODREB6 3& K v] L) &
BRI K FH A (P, ussurensis) F AR T 5 A0 ¢ 2
(i1 AQP.GST.LEA F1 TIP) iy 32k, 4k i & W14
22 58 1 AU = 1 s DL PR B i B DR AR bR B 32 T
BGEE . B4 PirrERF139 3 J& DREB/CBF
MGG I Gl ek T R R R 2 5 T89 AR i
AN M ke YR A 40 MY BE (secondary cell wall,
SCW) JE B LA S8 325 Iy 38 2o 72 33 20 30 0 R A0 45 55
UCAE 41 Jf BE AR W G A OG B BB (n LACS . LBD15
T MYB86) K £k W 38 A 5 38 oy P Cln
ANAC002 fl ABAD™ , Tiif 84K # DREB/CBF
WRWEHRN PagERF16 i id 5 NAC4S JE 31 FH (1)
DRE =TT 45 6 ok £ 1m) 8 15 NAC45 1 %3k, i
A YR S 0 YA G R A R TR
it ik PagERF16 1) %% 3 A B 1 AL AL AR K.
CAT {f B AKX MDA & &3, £ ¥ PagERF16
eI ERE T, SAh, & R3H RAF
N:DIP6(DBF-interactor protein 6) 0] L) IF [a] & 35
DREB #:H . 1fi NtDIP6 7] L) 4 & & 11k 3t & AL B
TR | A 2 5 A B 1 5 bl 3 ) 8 A O JE R (an Pe-
DBF1.PtWRKY1,PtWRKY3 fl PtNCED1) [#] %
S,V N
/N A LA B 5 1) e FE L T L T R L T
Y ERRVE X ERF # 5% - A 98 AL BUAs 1
—EMFERE . XN 13 A PthERF BEHY qRT-
PCR 73 #r & B . KZ 4 PthERFs o] DL #h 5 . T 57
Ml ABA 55, % WX 8 PthERFs % ABA #i%.%
L w1 5 5 5k 6 a8 04 g 7 a3 2. NaCl,
KCI,CdCl, #il PEG b3 i) /N B4 e 5 ik 43 7 3
Wy #Eat 1/3(63) 1 ERF %& K 52 23X 4 F 8 0975
S0 NEAg PsnERFT76 3£ k8 F ERF W%
W ZFE e A W ot ke 1 268 AN SE L A4
LEA .GST .HRGP Dl J— 4 S A0 4y 1l AH OC HE A
X I KA B 7 X047 DRE oot A1 &
TR R W0 A G A A B AR . #F ABAL TR
WA ik 3k PsnERF75 By 3 P 480 5 7% 4 Ak
B30 A B 5 SOD/POD 7 M 5 ¥ 5% i ROS Bk
fiE 1 AT e A A Wy e e R i DY ERF ER

W 5L PsnERF11 A £ iy 300 1T 52100 38 25 440 T 3
AR, RIIZIEH AT RS 5 /N B AR B 5 W
IVBUR

MZ . R AP2/ERF 5 5 K ¥ 5 % 0 H 2
DREB/CBF il ERF i 5% J& i i i i 45 & DRE Jiit
FOT M 1E PR A W T 5 RN € T T k1 T Y
EH . 5 MYB 5% 56 HAH L, 08 3= 1+ 2 38 1
AP2/ERF TF FJ% b 23 52 W 4 8§ K 4 T8 B, {3 )2
AP2/ERF %% SR 46 98 35 AR BB 55 T 52 30 i)
N 2Z 8] B T4 B AR AT SR e b
3 SRR

## WRKY.,NAC, bZIP, MYB #l AP2/ERF
I SR TR - 2 T o R0 4 S A =4 ] e 1
W-Box,ABRE I DRE) ¥ ¥ '~ Jif T 5 A ¢ N 2 3
R 2R3k 7K F-, B ABA AR Y 5l E 4K i 7Y A5 5 5%
SERZHTEMamNEE., BRAREMNCEEY
B WRKY.,NAC,bZIP.MYB I AP2/ERF % % 5
PR 5% R (1) 4 56 TR 21 6 5 5 bl 3 g o 2% 3% PR 1
() FE IR AT LA B B AT 5 30 15 5 5 e
F14) ] 2 A FH 55 T A — Se R i R L (B A AR £
[F) R B — 2P IR 5E . B 5. WRKY  NAC, bZIP,
MYB #l AP2/ERF 4 #% 5% K + 5 19 B 03 5 L 4
LRk G B LB 28 5 3 R 4 A5 ] BEAEAE A B b
[i1] 22 5, 17 3K o 22 S5 02 75 55 A I T SR MR 1% Aol ]
ZFH ARG . FLK, BT R K0
Bulk % RNA-seq £ AR i) 4 8 T 5 1B 38 5% 5% 4 5
BT A RE FR AT 3 e AS R A U8 AU b T4 vh
1)1 35 6 35 A . PR TG 1k 2 B A% 1 52 e g 7
PR 23K I AL 20 5 ok 5 A S e . s
6 5 36 i) 7 o R v T A R T SR A AR
KEE CEERARMIE B RN BT A&
B R Al e Cn R e LB i T
Pl EW ) CABA 5 H A R & 2 4 0 Sk
Z M0 56 T A W i St TR 7 3 92 X 26 %6 37 56 2R B AF 5
ATy DA TE L A AF AT IR AW 52 AR, Bl & A
LD A S 21 3R WL 2H 5 00 2H 55 2 2% B0 09 AN
TR UL K 22 20 24 5040 43 BT J7 12 MROR 2R 448 it 00 ) %
PSR N TS L N A U R e e L S
FRZG b WF 55 WRKY.NAC,bZIP.MYB 1 AP2/
ERF 45 %% 55 IR 18 45 4% BT 52 W 300 e 17 19 43 - Bl
il o 2 T Ay A7 A S5 R AR AR 1 i SR A i R 4R
ft— 5 A B SR
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