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Advance in plant membrane-bound transcription

factors and plant stress response
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(Plant Cell Engineering and Germplasm Innovation Key Lab of Ministry of Education,
School of Life Sciences, Shandong University, Jinan 250100, China)

Abstract: Plant membrane-bound transcription factors are thought to be potential components of developmental or
environmental signaling due to their unique requirement for proteolytic cleavage to free them from the membrane.
In this review, we provide an overview of recent findings on MTFs in plants and we focus on the structural
characteristics, the role in the environmental stress response and the release mechanism of the MTFs. The future
research direction of the plant membrane-bound transcription factors in plant stress tolerance gene engineering is
proposed.
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Y ORI, IR SEH AT O H
2RIk RAT M Z FhThAE. 2009 4, Bateman 2
FRIRIE T TN R 3 100 /> S5 D] 7 A 76 41 i P )i
iy b HAT, 15 MRS BT RE Sk
8, e RE T AR 5%, A5 9
NAC (NAM, ATAF1. 2, CUC2) Zjkmk i B, 4 A4
bZIP (basic leucine zipper) FK A 2 14 MYB
(v-myb avian myeloblastosis viral oncogene homolog)
F Ok i PP AL 14> PHD (plant homeodomain) 5%
Wt B AR IR, K RS &
3R PR 5 TR 7 AR X A S5 P i L % Y
TER (3R ). JERPERFNL 22 0T 5 A0 SRR BE 1) A
AR YIARSC I BT, A A5 A7 e S A b S A B AR
o E TR I8 o 4 Py I 5 A R sz B BT,
MTFs & F I 3 72 R b BB A 734 55 1 A2 4k
T DR AE 8 25 1R T MM 465 5 2 s DR 1 R T ek
ML RN P B,
KSRGS & e KT AR RE i 7RI
55 it 3L e S8 R FR AR P B R T 1) 45 e i T 9 e
TR, FEXT YIRS & #1455 BT 5T 7 1)
AFERE ) B 1 0 7 o F) 1 A HY e B

1 EYEREEERETHEMER

2006 4F, Kim 5 " ERAEM R ST AL NAC
i Fe R T FAF(E MTFs 265, fir 444 NTMI1 (NAC
WITH TRANSMEMBRANE MOTIF 1). 3% N- iy
134 ANEIEFRALRN NAC TRF G5 M IR, BHe 4

AN KL R 2R 7 € AL 5 (nuclear localization
signal, NLS), TM7EFEIT C- dify AL B W A7 7E — N5
JBE S5 e 38 (TM). FEIEH B LR, NTMI € {0 78 %
JBE B AL T ARERCIR A, 24 FH 40 i 7 ¢ &= Ak BT,
NTMI {385 25 A 7K MR IR BRI 3% N AT
fEThAEE . WO NTMI 3t N A% P 1R 715 20 i 1A B 1
MRS 2 R A R R Ak, (RIS ) 2H 2
H4 B[R R0k, AT B A 40 i 1) 23 24 /8 7y B2,
EMFE T NTML 25 74 R R 1015 5 B I
HLSEBL T AR N 20 53 2 ) A R
BAREY) NAC FKIRMR 455 e sk 1 I Dh g

T2 A, H LA RN FIAL 0 A 1R AR AL
FERE AL G TF b, KBS 7 NAC JBE 45 & e 5 A
T )& T MK NAC HH, HN-In & H RFH
NAC 45K, C- HifF7E — M ™. NAC 451
B 2 AN IR BE I Ge — A I m] TAT I B- AT 2 R
NG G JIRNE - A - IBHELEH B, NAC JE4h
BT N- i — NS K2 160 AR T
FLA v BEOR ST ) NAC Z5M38. NAC G5 #9380 3 mT 73
N A. B, C. D. B ILATEHMIE, NAC Z5HI51H)
Uit X222 5 DNA/ S B4 & DU RJE, 5
BRI —RERT, L4 C. D F
B & — B 2 L7 5] (nuclear localization signal,
NLS), 7] 585 % 5 Fl 1128 Ar B FE R 5 3 1 B RR
S M=o IR B 98 B T C- A e R A
R SRS G IR, A 0T e s AN I A B B
JREEAIDIRE, R IFESEMEER —B’Z o- 18

Rl EYMESSERETRITEE

E Yk FEHID i 4 & B s Rl 1 SR I Uifie S R
NTM]I At4g01540 NAC 4 i 7y 44 [15]
NTM2 At4g01550 NAC FEREE TR R WEREEES [16]
NTLI At1g32870 NAC [SA%ISEL)MA [14]
NTL4 At3g10500 NAC TR AR (3]
NTL6 At3g49530 NAC BN, PR MRESHS (6]
NTLS At2g27300 NAC TR AELEYiE T A7 [5]
NTL9 At4g35580 NAC AAiE ., R [4]
ANACO013 At1g32870 NAC (AR LN R (8]
ANAC089 At5g22290 NAC TETEAE R, BEE SRR TR [17-18]
bZIP17 At2g40950 bZIP Ea 7 SERE A [15]
bZIP28 At3g10800 bZIP AN PR TS [15]
OsbZIP39 0505234050 bZIP VA5 PP 738 2 [19]
bZIP60 At1g42990 bZIP Ei BN [21]
PTM At5g35210 PHD S A S AR [26]
maMYB At5g45420 MYB WRPE TR EE [24]
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JiE f) % L FE (transmembrane motifs, TMs) . H #if
EMEYH, BF 94 NAC RS & # KT Th ik
R AHGE (1),

A———

—p
NAC domain TMD
o e ] |
L >
bZIP TMD
PHD finger
R —
= G r——
DTT domain TMDs
TMDs R2 R3
Bl
S — |
e
MYB domain

A: NAC (NAM, ATAF1. 2 and CUC2)FK R 45 & 43K 1

SRR B: bZIP (basic leucine zipper) X gl 45 & i

R Fain K C: PHD (plant homeodomain) 5 J Ik 45 &

s 145 /7n B ;s D: MYB(v-myb avian myeloblastosis

viral oncogene homolog) Z¢ I ik 2 & 5 s [H 7 25 ) 7 i o

R2,R3: MYB# K TR2R3-MYBIVj%; TMD: #JHis .
El EYRESERE TSN

AR, A bZIP sk N T R IGWMAE 7T
ZHIBEIT. 4k 2005 4 75 45 A AE P 00 /e I o IR
L bZIP # R 7 FRAFAE IR 45 5 KRB Lk, AH4k
XA 3 A bZIP NS A e 5 K 1 D e 43k k3 Al
RIE . BZIP B HF1E JAX AW ) ZAFAE, [F,
MRBRRTIERAENZ — P, bZIP £ 3% [H T 46
T A 45 G DNA IR 8RR 45 M 3, %
SERL I P A GRS I XA K . — AN R 2 20 A4
QAR A RS M3, & BRE R AR b 5
SRS N- 3, BB RS DNA JPAIA EAEH
H—AXIEHS 5 FERNERA &R T 5
MR, 52 AR BRI X Sk S AE, fEIEIX I8
57 NRIEBRINE T AR RAIR, SRR
—ANPEN - $8E B, BRERSE XSk Ah, bZIP 257
(G S5 R T IR H 7R N- il & 5 — MLz IX,
U1 AtbZIP60™, AtbZIP60 5 1 7 P i (9 fist |, 7
DA DX 7 35 A 7 L 3 R 1 A DT S A P VR
RN K. bZIP KR RS & s R T &
B AT B 1 A 5| ) P 5 I 3 R R
FHEMEH. BN FEMEIEIEFIT &R E AR R

—EFRIENT, X ARG A SR T I A A K AR
A5 F DA PR Jo DX I R TS e is B AR AR 9, XA
N R O AT B SR R A B ME (unfolded protein
response, UPR) [1—fh 5 5 2 " & 1)

TEREYI T, RSS2 1 S DR (P 9 R AR TR A
NAC ¥ 3N T F M bZIP H kIR F K. K,
T oA 1) S5 DR 5 Rt AH 4k R AT A8 R 485 5 1
K (K1),

2011 4E, Sun %5 P9 %3 PHD 35K 7 K
MAFTEIREE AT, 2R T4 i %8 PTM
(PHD-TYPE TRANSCRIPTION FACTOR WITH
TRANSMEMBRANE DOMAINS), 7£ M G40k [ i /5
SR HOREEBEEER. HaEBEARSEHD
(B4, (H 2T 90% I 43 4k 2 1 2 H 40 i
LR ARSI 7, ak R E . gEFERRIE DIRE
IR - SRR FAZ L R ) R R IA . 30047 SRR (S
TR PR R RIA I B . PTM 52 7 7 4k i
b, WA R AE S SR PTM R A & H A R
PEZA, PTM @i 8 /K AR F SR8 R ik
TR TS SRR, I B S BOKE N-
iy PTM 76 40 0 #% mh L5 . PTM il ik 45 & 7€ ABI4
(ABA INSENSITIVE 4) F& X )& #h -1 3% i i =04
JOE S ABI4 FE R 2k B, iz R N S 41
FB ARG, AT $5 28 52 B G A% 22 TR f 3R 1 4%
EANHBGFHER TR —DERES RS 148
B VAL B L R e 4 i PR R AR (B 2).

2011 4F, Slabaugh %5 " I R2R3-MYB Jii4k
& S T 2K % A7 AE maMYB 28 Y (membrane
-anchored MYB), 7E H N- i & & W /™ 5 5 5.
maMYB 5E L7 P M L, SEE T RER
HH K. RIR3-MYB AT HKiESH 126
MR, & MYB B3R TR iEH K75
W, XA SRR T R ERRE A, BEAEHT
DNA Z5 & IR HE - 3640 - W8 ssiyid. EWfs B2t
TR P], maMYB & R2R3-MYB # 5¢ [R 1 5 Ji rh
M — 52 L 7E P B I _E B PO D

2 EYIRESERETSIMEER N

ERERNR, HlCRIhRe ML &
33 PR K 2 A R R ) ) S PR S5 A8 5 T A
TEAEFT G0 B P A B A 2 M R R AR
DI, — A SR 4513 i A2 R A sl PE A TR
BEMAR G B, g, RN B A IR ARAL
I i PR 5 s R 7 8 (8 B0
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PTM: PTME [I(PHDZKIELLE & 545K T); N-PTM: %£fR
PSS MIR M PTMER (.
E2 PTMAIERMHIER

2.1 EYIRGE A REFEIEEYImam R RaIThee

4 NAC KR — MRS & g N 7 5 3
NTM1 ARG 5, NTM2 B2 Wk k. NTM2
5 NTMI SRR, 2 S5EMAK R E ISR R
LR, [ B A o i R O R vt R P A O
MfER M NTM2 B SoKF 2 s ik S, R
AR 515 T U, NTM2 B2k Ak
ntm2-1 1E P8 < JAF0 T A 1w #h 3508 2 U
Park %5 " 7L R B], NTM2 i8fehs H s E K
5 I 14430 INDOLE-3-ACETIC ACID INDUCIBLE
30) IRIEKR [T AKRGES, Nk hEs 54
K#=E T REE XK.

AR, IR 0L A 4 i DR A ) 4 R R A
5, HE T 11 A NAC AT, Hamih
NTLs (NTM1-likes)*. NTLs 7EH: C- i & H — o-
R e I T 5 M3, N- 3 9 T DNA S5 & 1R 571
NAC 25438, NTLs B D Rede 1k — Ui B 1 HAE
PAETF I &N AR B R e s R ER . AN
% WIAE Y IR 25 6 1 s R 1 5 S A2 W A v )37 AH 5%,
U1 NTL1/ANAC13 $:[R (A11g32870) S5 EG FF (15
Jop 38 e AT G 44U R IF & FE T UV-B I, NTLI
HFOKCP T e, XA 2 AR COP1 AR IMI&12
BRI T BN T NTLI 251 L w4 e at
=0 oo, — N & MYB #6356 IK 7 s 7 1k
P ((-AACCTT-), 75— & UVBox (CAAG),

XA O AT FE 43 S NTLT 3R 3k 1Y,

NTL4 F1 NTL9 O 44 Uk B 5 72 32 oy ae 18 2 1 it
A k. THMNATET NTLY ZEFSR, NTL4
B8 I B LS O AE ROS A K K B il 1Y) AtrbohC
F AtrbohE 3£ K 5 8 1 FAR S A =4 U
NTL4 SR ISR TG PR AR R PRI, 3698 T4
PRI 50, FEBRK AT FREK T I E . R,
NTL4 ) 5 A7 RIS A3 A I8 AR KR T2
RAMMPAEF LT, B2, NTL4 5P 5
15 () 3 N A . NTLO L 7E M Fr 58 % 1B % Y
rRORAFE EEAEH S NTLY & A ZSE A s S,
W E KR W R RN, B, AT
WO R A I NTLO 25 AE 1% A T 99 38 2 AH G R A
SAGs 3k, MIMIEMEE SN SEMEE 2
S TR

IR P 5 SRS E AR I S v Y
TEFUFE T, NTL6 AT Jy A s 1 15 I 4K 46t
IPTI [ L. NTL6 78 A 7E 240 M i i b, 7E i
WU NTL6 J8 i 8 H /K AF B BT B A
7E 40 M #% N NTL6 & [ 45 & £ PR (pathogenesis-
related) 3[R J& 8+ i 0 X AE ok . NTL6
S JE 25 G 1 SR R - (1 I 5 T R A B 2 P o A O
BRI 28 — AN i sl B2 fEmsh N,
Ff-F H () GA FI ABA 7K R B, 595 Fh 1 85 R I
IR BT, ALK B, R T P A S SRR T
NTLS8 i@t GA NS5 5 AT R P& @,
MXME 58 7E 5 ABA Tk B,

L5 A sk IR T ANACOSY RS 555, 7%
PEAE 5 BB AR AL 1) 56 A ok R vp 3y R 4 B
TEF P, ANAC089 5 17 7 e X o 7% JE 1A R Y I
W, IR A A F R, ANACO089 & [ i i
W L, A BB ok M. 2012 4, Klein %5 5 R
W7 ANACO089 £ [ H — A 22 5 KL ] ——s4APX
(stromal ascorbate peroxidase). sAPX AU LR 4,
A B R B R TR, 7R I SRR PT A AL B 18 3R
G RIEEEEEM. BT ANACO089 J& ¥ & il il
KF, Al sAPX [#5%, MR — AN 14T 7
&R ", ANACO89 7£ ROS Bl 45 vk 15 25 B 5
VEH . 4itRik ANACO89 DK I M 2% %2 51| ROS
s, 43 ANACO89 25 A M B K,
M FBEY S RIEAGUR, FR, Hafifemit
ARFEIR
22 HEYIREEHERETFTSHNEMNER N

5 X 3 (endoplasmic reticulum stress, ERS)
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AR FE T 0 RS 75 4 M P R X A R T i R A 2R
FLE—Fh N g B A, R A A BE IEH T
%% [56-57]o

VT AR SR T 9T R B, bZIP JE 254 5 5 F T-1F
PRIRARZS FAEAE T P BRSS, 1T S AR SR s e
PR J5 I 238 B 7 v 4 2 R R A B,

2005 4F, Twata 25 Y ¥ R B bZIP 45 A %
SR 7 bZIP60 5 P4 5T X Jilp 38 i S AH 5% o A 5T 3R B,
bZIP60 £ [ 5 ALAE PR RS L, 75 PR I9X 928 s 7
S BN ASVIN I NS ) S N ) =
LN i A 2 s 80 400 PR A P 30 T R 4 A J5R X
M 7 A 56 35 DR fr R 38 121

fE bZIP R4S A 8 NP, BT i i
R E K & bZIP28. 2007 4E, Liu 2 Y %k W,
bZ1P28 & [ -5 P4 i X A7 28 2 1 1 87 P 5 ) e A
Ko TRRIFBEEE (DTT) AT ¥R A R X F L8
th {5 15 bZIP28 M P9 5 I b R T 1) 4 i %
Tajima 25 " fl Gao %5 ') X} bzIP28 F H#H T T
IR NBIWEFL. 2008 4, Tajima 25 ¥ %30, bZIP28
i 58 A5 B 3% DR - S — o A 5 O 4 5 ) 42 SR R
FIH (thoboids). S1P (7 s -1 2 ) Fl 5 —Fhi
(I S2P (—Fh 4@ & AEE ) KM R8T
Ko bZIP28 it 45 A 5 S IR T N- b 75 40 fu A% A iR
25| 2 P 5 W9 fyl 36 i 8 AR G 3 (K] PDIL (ROTEIN
DISULFIDE ISOMERASE-LIKE PROTEIN). CRTI
(CALRETICULIN-I). CNX1 (CALNEXIN-1) 1] 1%
5. UMbk, bZIP28 5 #i%5 F 1Y UPR LA & IS BR
S PR e i B AR B

e e R, bZIP17 ¥ S1P & [ B /K fiR
U BRI B k% i, 5 ER B 36 e 52 3R] ATHB-7
(ARABIDOPSIS THALIANA HOMEOBOX 7) J& 5l -T-
3 B A T R R 4 R % R R R A
bZIP60 tH [F] B mi N7 1y 2R ol 3, I T R A T R
P B,

ot H AT C AT RE R bZIP B 454 St 1 1
T B, bZIP &5 & i 5 K 17 P9 5T ) e 3 %
T A G IR 5 ol 3000 7 ) B I R Y 2R 5 v S e A
)EH [15, 64-66]o
23 [RGESHEFRETHEES BN N

TEE A, MTFs 58 DL Fho7 30
IR ok, — R i@t it 28 (IR BT U) (RIP), 3
— MBIz & - AR 85D (RUPYT,
BIERIWERRDL, BT RAKMEIERS, EEED
% (alternative splicing) tHREMS 2 Fk MTFs [ #5545,

T P2 A A% 5 AT 3G PR SR IR 1 ) X e 2 2R
(R T A A3 M 5 6 e S DR 7 5 2R R R A L1 43
DA itk AT U

231 HEEKMES SRR

TEREIH, R &5 S R T IEF 2 F 2 5%,
EREATRIETHLE R R R . F—D8N
BRI T, XIS T
M R S HOD IR, MR 5 A5 5 B s vy
(PR DR . IEE A 3 S R 7l o S22 (P i P 2
FIKARAE FE (RIP) (1977 2Rk B 71,

RIP 2 H A CLRIE 1R 45 6 3 S R 7 10 7
A ) —Ff . WFRRY, EShEY T bZIP
JEE 285 45 B 3 TR - (PR i 2 AR Ji i S1P A S2P &
BRI AR o 2438, FEARFTH bZIP g &5k
IR F IR AR M T S1P AT S2P, L bZIP60, AN[F]
T H A2 5 08 5 A8 i R 1 4 B e S IR T
bZIP60 5 A 7K LR T SIP AT S2P f) B4 77,
232 EFHEBIUIN SRS

B E KRR F — B N R A I 45 & 1 s TR
THeERIME— 7 B2, BRI AR, it
BV AR INRL, & s R T IR i 2 7 — e 1
F 7, FEREPIR N, BRI SE RUE R N 2 A A
TFHAFRAGERENEA. BEEHZHET
FLR) mRNA @ rT A8 By P 7 s A B &
P IR N A s R K AR [ A B e 7

I, bZIP60 mRNA (1A 8] B 4] 77 =
B SLBIE JE 1 2R 1 AL T80 BRI B Rk A, 43
W& T 2Bk 23 MEFRR G, bZIP60 & A {F &b T
ERAS P T HL, Lu 2k VW R, ZmbZIP60
2 E T T A B ) Y 7 3R P ) e A e R
LA B IR AS I C- i (1 B B DXt o, AT Ao
13 ZmbZIP60 &AL /EAMIAZ P, 51 T IEAH R HE A
IR M4, HETT XS AR SRS A H R

REL A 45 5 B 3% DR 7 103 19 s o7 U 1,
JEE2E & e e IR - 0 7 SOEA R B — 1, T2l
BRETEZ NI, 2/ AR R 5 5 FIRE fE /K,
X AR AARAIE TR AT DL T S ek b 5 EE 85 ) AR
l]|’cﬂ & [59, 76]o

3 RE

H MEYIREES & e R T E XL ES, A
AT 45 & e R I WE T S S 1 Rt R,
WRBIMEMERKE . WG 5 WML AT .
JEHAEAR RIS, WA & B sk D 1 XHE ) 1 T
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