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— AP i AE 5 4G RIG IR E G NI B S A ) A BAR AR R AT BB G AR 0918 42, Hi49UPR F IRE14=
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Abstract: Plants are often subjected to various stresses throughout their lifespan, which lead to the accu-
mulation of misfolded or unfolded proteins in cells, which in turn trigger ER stress. Plants are mainly regu-
lated by ER quality control (ERQC), ER-associated degradation (ERAD), unfolded protein response (UPR)
and autophagy to resist ER stress. Among them, UPR is a pathway that enhances protein folding and re-
pair capacity and promotes the degradation of misfolded proteins through signal transduction. Two path-
ways, IRET and bZIP17/28, have been identified in plant UPR. Many transcription factors are involved in the
response to ER stress, mainly involving bZIP, NAC, HSF, WRKY and NF-Y gene family, which are the target
genes for genetic improvement of crop stress resistance. Therefore, it is of great significance to study the
regulatory mechanism of ER stress. In this review, we briefly described the general principles of ERQC,
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ERAD, UPR and autophagy in ER stress, and reviewed the regulatory mechanisms of transcription factors
involved in ER stress, in order to provide reference for the understanding of the mechanism of transcrip-
tion factors in plant ER stress and the genetic improvement of crop resistance.
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1 ABEMANIE (endoplasmic reticulum stress,
ERS)

TEAE — A i 2 Tl 52 & Rl aa, b i
MIMAEKFAE . XEphE & 2 a LY e S
Y iE . KA FEHT 5. Sl
WE BEREZ, RFULLIBEFESERES
AN RIS FE(Zhu 2016); A=Wl 450 P A A7
5B AR & AR 2 ) SR, Gl R
Msagr gL, W JE A gy. SRV RIms SR
{5 %5 (Zhu 2016). i< $EERS. ERSH
WILEM AL A B R it S 2, I LR FE N
IR R Y IIERS .

N Jifi % (endoplasmic reticulum, ER)7E 25 4 Jii &
B BREEST S AN T B SR A2 JR T AEYD A K
Ca® " fif 17 71 4 7 e 25 LA B R 46 W R B8 ) o 2 2
Wi #E A iR A 2 ok B L 4 A (Manghwar AT Li
2022), fEmERAZEY T, BRI E I RRE R,
R o WIRAS b B 1 72 (Zeng 252019
TR X e B 5 IR A RO &, DA A B
KA B B R B B 5, SO AR AR S
[ P 5 X A 1 i R 4% R 48 (ER quality control,
ERQQC), ] DA i Jf £ B4 #5147 28 B 20 AT B
Y1, FramE L N 5T XA ¢ FE iR (ER -associated degra-
dation, ERAD) M1 [ Bk B i 1 B s i T 2 1 82 H
(Deng&52013). R AP AW HIBAFAE—Fh AR
15 5 A Jx M. (unfolded protein response, UPR), H[I
— Ml E S SRR E A T S e E R
DL AR ik a iR 3T B 0 PR R iR 1T . M EARAEY)
A A AE LS A T Bl B 0T 20 WA e SR B KRR
€ R B MBI, BT i S 1 A SR I
AE 70, ol i o N R A R BT B BRI & R
FEN IR R, SIEZERS (Dengs52013). fE4) + %
#HITERQC. ERAD. UPRUDLJ HWEKAKPLERS.

1.1 ERQC

A R RN P 5 i, SR 2 B 2 A
BEAHE, PiEEARE. ERRTTEEE
I PR, —FOAN-BEREOBURE, 5 —KN
N-ZERE AR .

N-SRE A4 A% 32 B2 Tl S 4 2 () S0 (Gle,-
Many,GlcNAc,) i i 5 Bl 3 7% 72 il (oligosaccharyl-
transferase, OST) ¥4 #% 2| 1 & B 19 2 K K 4 T i
(Asn)Fk 3 b AT HE AL, BE S, 764 %) B RE LI
TEAL T 25 B 00 de 0 ) PR 1 0 60 B B 2,
PR ] W A 1) SRR RE SR 2 AR AR S IC L A (calnex-
in, CNX)A145 [ 2§ [ (calneticlin, CRT)iR A1), 3347
T 1473 (Parodi 2000), CNXHICRT A N J5i X H
ol v 52 TR R85 45 5 FEAR, BT AT DASEAE FoA A Jo
W o F PR RS B R B B S, bL B i
5% K4 ¥ (protein disulfide isomerase, PDI) 5% Jik & [ 25
(Deng52013), £ ] &) 1 BEIAEAL T, ZERE IR %
Ji — A ) BE AR 2 AR 25 Bk (2 iMan,GleNAG,),
BE 2R A 55 & NCNX/CRTAE M R BT, 52 e &1
EedSPhipaE bt NS YTy 2 FPie - SNl
73— i T (Parodi 2000).

TN-ZEBE AR 1% 3 22 @ it 71 (B BiP
(heavy-chain binding protein) DL 7 % % ## 1 71 &5 (A
GRP9Y4 (glucose-regulated protein 94)>K 2. FRIE
Z A5 PDIZ 5 8 H AT &, i —hRER
¥ il (Caramelofl1Parodi 2015).

T R B A R 2 0 R, FEERQCHY,
UDP-7] %] ¥ % 25 F A p 2L 5 A2 1 1 (UDP-glucose:
glycoprotein glucosyltransferase, UGGT) g iR 1] 3 4
FAR IEf AT & f E, A G ANCNX/CRT
W AT E T 2. 0T 2 0 E B M N i Rk
N BRI, G 40k IR AT 2 1) & D i ERAD
12 P& fif (Parodi 2000). £ U\ B I (Arabidopsis
thaliana) ¥, ERQC F % i 4 EBS1/UGGT #1 EBS2/
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CRT3 E 4 % 5 (Jin%:2007, 2009).
1.2 ERAD

ERAD /& — i 5 08 51 1) B 1 R s ) &
4t, WiV 2 -5 E AR BE #1442 (ubiquitin-protea-
some system, UPS)X} TG IE i 47 & 1 2 1 kAT
B, AT 24 RF P4 5 9 e 45 (Duan®$2023) . ERAD
BREIUAD IR, BREIENRA . G0, Z R
% B fi# (Duan£52023; Vashist fINg 2004). R #5 i
WVIER 1 AR R T B AL () 20 A1 5 5L, ERAD#E 43 A
ERAD-L (5 M ) ERAD-M (7457 M JE ) A
JERAD-C (41 g J5i /) = 2/ (Taxis %$2003; Vashist
FINg 2004).

BRI B ERABK LR ERTEN, ieg
Ik T VK - R A T IR KR B e A A
o Mk AL, T EOLA R I B CNX/CRT G 3R, 3
ERAD % %; (Ruddock fllMolinari 2006). {£ & £f
ERAD-L I KW 2 1 o~ H 55 5 5 il 7K fif J5 %% BE N-
EWE M a-1,6 H BRHETRIE, M YOS (B A H #&
W -6- T R 2 A7 [ A 45 R 3l P g R 3%, UL P I R
(1) FIVE N AtOS9)IR B . E392 HIEREFHRD3 (41
I IT H AtEBSS) g 5 FH 4 2 3T B 6 2 1 3R T 6
K 2 i 1 ik L 45 & (Deng 252013; Duan42023;
SuZ2011). JBITHRD3 5 YOS HAE, &4 1RT
S F S R N N B E3E RIEE R
&) (Duan®$2023; Su%5:2012; CormierZ$2005).

I B v /7 fEHRD1 ATDOA10 % ## ERAD #H 2%
B3z RiERREE &Y. HPHRDIE &Y 5t
ERAD-LHERAD-M &Y 1)1z AL E AR, T DO-
A10E &)1 TTERAD-CIR ) 132 2 AN ff(Deng
2:2013; Duan2$2023). DOA10OE &Yk TE3Z &
HEAEBEDOAL0A), I FEE27Z 3 1% #2141 4y (4l
UBC6. UBC7). CUEl (3£ UBC7E|E &% LIt
I 25 ) LA J2 CDC48-UFD-NPL4 & & ¥ (Vashist F11
Ng 2004). HRD1E &5k T E3i2 R IEHHRDI |
UBC7-CUE1 — BAAFCDC48 5 & 44h, & 3EHR-
D3-YOS9-KAR2E 4. DERI CEARIFSEAM
PN 5T I 32 4 21 i 57 ) MTUS AL (%42 DER 1 FTHRD1
24 1K) (DuanZ:2023; Ismail fliNg 2006). 4)KY)
F 05 T WU i, B2i2 345 G R AE3Z RGN
B2 ZMBRELEOR L. K CDC4s-

UFDI-NPLAKE & NN 53 IS AT o7, fe 4405 ot
1) 26S 25 1 B 4K [ fif (Deng 25:2013) . 008G 77
SUD1# % & NDOA10[F]J54), HRD1IAIEBSS5 (HRD3
[ U5 470) .4 45 7€ (Doblas%52013; Sus§2011). BRitk
Z A, W IE R IALLFE TF ube 323 I HA T 35 AT ERS
PR, 3t — B R BLIE & 5L NHRD1IE &M
DOAL0E &Y{F4E —MiEHiL/EH, HRD1E G418
it P& iR DOA10 5 & ) 20 7 UBC32 3k 4t F5 B AR 1
ERADJE 1% (Chen%52016; Cui%2012).
1.3 UPR

ERS/=ER}, UPRIEILAS 54 Sl 12 pa > 73 ilh
TS A A, AR IMERQC. ERADAH
JHE [ (1) AR, T B 5 ERQC. ERADRE
JIREMERS, HAEERSH ¥ ThRE 50 FLsh 5l
HA PR SF M (Deng#5:2013). W L 5) ) A% BF )
UPRWF AL %, T BE 1 Je KL T IREVZ B % PR
il |2 52 4 B, T AR RS LB A Hh R I = R AR IR
%, IREl. ATF6HIPERK, H 1 PERKI&FE H i X
TEW AL 3 R . FEYIUPR AT P Fl A% B 3
CUIESE, —FioAIREL, B —Fl AbZIP17/28 1 54
AR F, A0 322 W I IRE A% R B 5 7 59
BELZIP60 I MRNA, bZIP60s% 5 K 1 i3 N\ 4 f #%
DL 42 UPRAH G R R R ik 5 J5 % 2 bZIP28/17 18
ok B U N0 A%, AT I 4 UPR AR SG S R 3R 1A
(SidrauskifllWalter 1997; Yang%$2021; Manghwar I
Li 2022). Fritbz4b, B0 R I —SENACH: ¢ A1
12 5 UPR Jx b (LiuFfHowell 2016).
1.3.1 IRETi& R

UPRMa 3 IRE L& 4% /2 — Fl s 2 HAR S 19 0%
12, IRE1& —Fft A Joit [0 25 B A% TRk 2%, & — it AT B
B J5 A B WA R 57 1) B $2 K] 1 (Zhu 2016). IREL
15 FC Copig 25 #4350 [R] i B A B 1 S v PR 0 A
% 5 (RNase) i 1% (Diwan252021) . 7E ERSV 2
IR, HoARMB & A BIP5 AR 3T 8 8 1 45 A 1 i R i
IREL, IRE1ZEE T i — SRR I B B 5 (1) 2R
BT P AT I X IR AL, 3 T s A% AL TR I
WP, XTBZIP60 (R HACI, WL H XBPI))
BT AmRNAZEAT 5 JU 8T 42, 403 #1% J5 bZIP60s
(bZIP60BY 42 % ) ik N A A% A N e s R 1175 5
AHSEUPRI 7 3 K 22 14 (LiuZ%2022b; HanZ52008).
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B T BYHEDIRESE, IREVIR 2073 UAEE 1 JE A FFImRNA
BEATARRE S BV, el H S ORZRFERS, AR A
IRE 14 #i1%: % i (regulated IRE1-dependent decay,
RIDD) (HollienZ52009). IRE1 i i % UPR 3k 4
R S RIS D) B, [ ERS 51 1 I id
12 1) E B4 43 (Mag§2021)

LRI R AEE P FIIREI R LA (1, 430 At-
IREIAFIAIREIB, H A7 T 1% 8 P 5 W (Koizumis
2001), ELEEFT HIREL () 55— Rl R & L 7 At
REICH #4558 ik, 52 i 4w P 2RIRELEE A
—#, AURE1CHL /2 UPRA =3 15 A ¥ (Pu%:2019).
JK F& (Oryza sativa)F R A — F 2B K IREL & H
(Silva%$2015). @it 540 S+ IRE1 & EH 7 51 EE
Xt, 15K 5.(Glycine max) R IL T =A RS H
(SilvaZ$2015). Chenfl1Brandizzi (2012)ilEBHAHUREIA
FAtIRE 1 BIt) R A K atirela atirel b%TERSHi 52 1%
FEAIG
1.3.2 bZIPREL A REFIRE

W FLANIH, ATF6 2 i 55 R 1 2 IR i % (ba-
sic leucine zipper, bZIP)Z R RY 7, 78 AL TN i,
FLCA vy N P Jo 9 fi, 1T N T ) 40 L, A — ol
NAEE . ATFOHIbZIP I DNA L & &5 k4 Fl %
ST YO 465 3B D LI 8 3 AR R 4 A 3 4 R (HL-
laryfFitzGerald 2018). flF 7+ H1bZIP28AIbZIP17
W% 5w S5 AL B WIATF6 25 M A A, 52 ERS% &
(Deng%§2013), bZIP28—fft 2> 51145 & (ABiPAH 45
A, BN AT EEASS RIS EAEE T
AR R, BiPgl & 5 R & B B R &
FUR A A BAE FH, bZIP28HE B il % 12 42 i JR 3644 o,
T e /R HEAR B B K A S 1P (site-1 protease)
S2P (site-2 protease) V) #, Fifi f5 # B 20 40 fu iz,
DLICE UPR M 3 56 R fr1 20, AP S P o I A s
(Liu F1 Howell 2010; Zhu 2016). AtbZIP17 %% i Il
DNTURY JIEE AR 1, G T 1) P Joi X s — R A S
SIPY)EIAL it FAH BT U 2 A bZIPLs k. 75 Eh
i8R, $LFE IR bZIP17 LA 5 bZIP28 AH [ (1) 77 =
WS 12 A0 A%, SETR I N IFERSAH CHE K]
() 2¢15 (Liu%2007).

itz 4b, PR INAC (NAM. ATAF
FICUC) E KT, tNANACO17. ANAC062. ANA-

C091. ANACI1034%, HHAEMZ 5P UPRIEE,
VHHEERSAHCHE A, 4ERF N AR AS . HBARHLE]
TE R SCPELIA2H
1.4 B

WA R I B R — AR RECR, it
ANGEIE T ERADIR 42 HE N 26S 55 [ B 44 P& i, ix st
BE— oIl B WA 3 AT B (R 15 04
2018). SR 4 AH P08 57 Py ™ ELERS I, 4 fith 2
JE 511 1 W SR A fAE B I 0 0 32 33 40 e o L AR S
I N (Zeng 25 2019; Reyes-Impellizzeri £l Moreno
2021). PN 5 AN SR I A 1) o SR R, s A2
R BB, AW BN S AR, B
ELAYYSE I LT /B SN A= L AV SET
H R HEAT A B i (Manghwar Fl1Li 2022).

TE 8 52 7 5 ol e M B R R, P R
BTIELERERT, A0S RN SR, BVAR 7 P40 i
BET:(PCD) (LiufHowell 2016), LA At 2 fifg

s AR
2 #EREFHEERSHAIERHH

TRV AE H 8] 2 52 2125 T 38 (K AN R RZ i,
TR . ik, iR, F AR, X
Gl 7 AR AR A . B I N
ARl L ER R . YA H R, Sl AR
it A O ROR SR =R I L VEZI AN R 22, thi2
RIEAR G Z e EE TR —. EBKNE
P, HEY T [ TR A RE SRR e, S Bl
2% IR N N SRS o T S IR 1 e L 9 . )
BRI 1, R A0 A 2RI A R S
o W2 K72 5ERSN (A1), HHbZIPH:
PRI NACHE K Xk 2 5 ERS B & AL BT 7
Bz, BRI A, LRI 7> HSF. WRKY . NF-
YIZIA 78 5 7 th 2 SERS M (R 1)

2.1 bZIP¥REAF

bZIPHe 33 R 1 SR o Afi fie | 2 AR ST 3
SKIRT, A P AR X A ) B N R 1Y
U8 TR e P NN o) 71 5 TE N R NI 7 B IE AN 5547/ SN
HLBRASE 5 R 7 B (ABA) {5 5 i B A5 AR £ ) il 3
ORI EAE R . bZIPE FIAL & A Ei Atk e
TRST ITDNAZS S DX AN 2 FEAL IR S R IR T BE,
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Fig. 1 Signaling pathways of plant transcription factors in ERS

ST I K e s DR R 2 — (Liu%§2023) .
IEGHG SCHE R, fEM Y, bZIP28/bZIP17H1Z))
Y ATF6 A7 1£ — & BIARUPE, Y+ —2KERS
%A% . ERSHEAN S N 5T M 45 2 F BiP 5 bZI-
P28 45 & B AR B A5 9% . bZIP28LE AE B i 264 T
IS H S BIP AR HAE R B AE N BT R . AR,
492 4= ERSIFF, bZIP28 5BiP43 5, bZIP28 ) fitd 5 45
oy 45K 5 COPIEEN RSt 4 43 FLAE, fHi1SbZIP281
18 % 2 s R HEAR AT 810 T, YY) JE BIbZIP28
¥ 50 B 40 f % b R R R T D Re, DAKE N R
WX f& 2% (SrivastavaZ52014). bZIP17 i i M ML 1| 5
bZIP28HHLA(Zhu 2016). IwataZ5(2017)ilF B4 G I+
bZIP28[¥1 3% HS2P A 5, (EANFHSIPA 5o KimZ%
(2018)ifl i 4} HTbZIP17. bZIP28FbZIP60VE 1 2H 4
T B AR = e ok % A8 A 11 % s AL 840, R R

bZIP28F1bZIP60 & H 1Y 1175 5 UPR ) 32 20 K
F, WM T bZIPI 7 A Y)UPRAE 288 B K B A
B BEE I UL R 5 hZIP28HIThEE TU 4%

bZIP XK i H IbZIP60Z: 5 UPR H [ IRE 1@ 1%,
bZIP60 () mRNA f IRE1 [ BT B2 4. W 58 R U,
bZIP60HE [FI7E 1EH 24 FAFAE T P i e, {H 2
f A #F 2 (tunicamycin) BEDTT 5| A2 () ERS [z B H1,
FA A ZIP S5 R 33 AN - 2K By B E 397 7 o7 281 48
WS T L IR () 2R 3K (Iwata5:2008) . Deng %
(2011)UEBAFE RN, hFE I+bZIP60I mRNAHE
IRE1bBY EH0& T 2 5 R 1 & Bs A R V.. UPRIY)
IRE1/bZIP60 53 32 42 H A% J5 A4 I B2 F T — 5 4,
HAIRE Lafft 5c FH 95 JE AR I L 6 bZIP60 mRNA
BT 4%, MIREIb{EAR % & 153 N bZIP60 mRNA[Y)
I Ao 32 AF H (Moreno%$2012) . 7E 4 Fg 71
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€T0TH Y00 T 1295 4€ EGLLHSdSHSTH T 2L ol T b BB B YA [0 DIVSSH g
ST0TL3uaY) SISO LB AN Z IPTVASHSO B
RV ELE LH R B 727 | WA ) [ ) s
(44 ALER A BB LS S O AN X O A S WX I G W ) 3 o ar-q9v/SHVL (wmagsov wndLL ) ZN[s ASH
120T45 ek o3 Y g g SO N T4l 7 L 09DV NDUG (sndpu vo1550.4g) 3 Hik
Pty MBS & 2)VaV i AR
020T:H AL BB B) 1 Ag B I G L SAN/AD A 180D VNWD
BIIIR] ‘STOT L BAIS LG LI AOd L A SHA Y B B2t 5 ZddA S 0£0DVNUD/ 80DV NUD (ot 2u1A1D) Y
LA LH STALG 5 14
S YL L B YR 1] 5 20 By [ SPOE T LHFLODVNMZ )
€TOTHUBID ‘TTOTHEIX SR B YO I S 2 R Bl SR SOMI AN SV ISHERR FLODVNUWZ ¥E
FH )15
TT0THBUIN Tp A TATHSO 3] S i AT MEE B S50 LH S H Y 3 9TINSO
FH = v B 1 Y e Y N
020T5T B SR LI TR 0 B Y BV o YR S B STINSO B OVN
i Z 2 S Hx
WX xZ Ml [AFF i S

(%) L%
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T Fe - HE BRI 45 & [1SVB S S ERS M A,
ik HUPRIE 1 0 B9 7 I IRE1-bZIP60i: 15
fill (Yuf1Kanehara 2020). YangZ%(2021) % 3, 1E#k
i E MIERS T, bZIP604: 5NRPIJAZ) T 454, B %)
NRPIZiE, I A AET. . Ko%(2023) &k I
TERLEE IFH, IRELPR 40 A8 T A A7 B F-PIR 1
(UPS ) KB (i SE T 77 ), PIR 1R 2K 7] A% € ABIS
(bZIPHE S PR ), 3511 s UPR S i 1 71 55 (K b ZI-
P60FRIE . 1E T K (Zea mays) — i 5 ZL ) HSF
i R IR HSFTF 1378 #4800 B i 1By 4 s T
UPR H I bZIP60 (Li%52020). 75 Aifi (Solanum lyco-
persicum)"FIRE1 25 B $25ZIP60f)mRNA (Kaurf/l
Kaitheri Kandoth 2021). OsbZIP74 #& 7K & tf — Fif
HZERS Y4557, ZEDTTHIAK R R ALF R, Osb-
ZIP74{JmRNA7E OsIRE1 (1] 2 5 T H X 2L 3 45 4
W B, BE im0 P2 AR A s OsbZIP74 % A (Lu
2£2012). 7K 5% o OsbZIP60 1 4 #iy 4% 5 OPAQUE3
(03), fEERS N L= T4t . 03ilid 5pUP-
RE-II. O2F1GCN4%5 4y i€ 5 77 45 &, 0 UPRAH
R FHE R J At A7 5 R Ry A A A TR 3,
W N R E AT S Wt FE A7 & A
TER I AE A R, B ARIERFRL IR 5 R B (Caos
2022). {EHER (Marchantia polymorpha) ', MpIRE1
I~ FMpbZIP7 (FFAEAE ) HHbZIP6O 1) [F] 5 £ [ ik
R mRNA B 42, 118 Py R /AR 8 R DL g
MERS (TakedaZ2022). Ahn%%(2022)i 58 &I, 7
ERS% 1T, phyB (O:H {2 2 B, phytochrome B)id
FIEWEETE R, ERSHA N 5L K (BiP2FIBiP3). UPRHH
e bZIP ¥ ¢ [H - 3 F (bZIP17 bZIP28F1bZIP60)
MIPCDAH 53 K (OXT1. NRPIFIMCS) | i, {5 7%
G EphyB-5 3Rk b B, iEBphyBERIE S 5
UPRMISE &, A HERS I 4EFrtt Rk 15 A K.

T RSl 4E {8 Rl 75 (ELONGATED HYCOTYL
5, HY5) /& —FibZIPH [ 1, T IS KA
AR O . NawkarZ:(2017) K DK HYS 5848 ]
LY 0L B 5T 6 ERS I OB, IE % 214, HY'S
il 48 UPRI 3 35 (K] 1) JE ) 41| L R 18 /EERS
T, bZIP28 54 B iy /R FeARE— 2PN T, 5 B
TG0 RZ, 7520 A% S HYS 3% 4 45 4 ERSE 5L /7«
B2 Ak, Kang®5(2021) & ILAE DL B I 0 T 45 i 1k

}%0r i 42 K F-COP1 (constitutively photomorphogenic
V)7E 4 A% b s 45, B Id 268 AR A A SHYSH
A B, ST 8% b ZIP28 55 1 5 UPR I 3 52 K 1)
Ja s FEE A IFEE L RIE, NI s Y4 ERSIH)
Btk . LeeZ(2023)41 FICRISPR/Cas9fsi A, X KA
SEHYSEER I\ T D Rg R RAR, UE s = HY 5%
0] DU T K SR ERS [t Kol Brandizzi
(2022) % FL ABAAH 5 [ 1 12 Al 7 G-class bZIP TF2
(GBF2){EUPRH VR B 42 4 FH, fEERSZ A T 7%
HEUPRIY, bZIP28 FIbZIP60:E it 5 GBF2 3% 4+
5 G-box ()45 & HE T ISE UPRAH X HE [ %61k . Yang
25(2013) 7E 0L g It Hp S U SR IK ZmbZIP17, B
ZmbZIP17fjli 1 ER S I 55 Kl 3R 1A J X DTTHI AL
B R MIM 32, RIS m 1 ABA B3 R % 55 Al
XTABA RSB . kI 38 OsbZIP39AC (A 515
JIEE X)) [R) 7K R Do A Jo AR 0 1 BiP1JA 11, 1 Osb-
ZIP39ACTE 3k Fa e i B R /K ## o 2 FRERS J B
FE[K M, tnBiP1 (Takahashi%$2012), #EDTT4bH
VN, EcbZIP1 7% 5 P i 5 A UPRAH G 2L R 1, F 3%
1A (Ramakrishna%5:2018).

2.2 NACH:REF

YT, NACH, XN T2 5 T UPRIELE
(Yang%52021). NACK K 2 i K I YR 5 PR i
T F R —(Singh%52021), HEAZ 5% %
WA KME L. NACK i 4 vk IE T
EANAM, L TFATAF1/2HICUC, HNiw &4 =
FELRSF 21504 S HLFR HR AL, b X 4 PR INAC
SR, T H Cu A 22 B A I 3 S i 4% X (Lin %5
2022a).

FLFE FF 1, ANACO17 115 5 1% 502 AR A
TR JE RO R 1, I HE R S 40X ekl ok
JRIFERS (Fuchs252022). 7EERSZE T, NAC089
MNP X LT A% R 4 M i, 233 T ERS 53 [JPCD
(Yang%52014b). W i K ILAERE Y HPAMPYE 5 22
7% SERS, I HNAC089,ZERSI (ERS/™ 5 1) 2%,
ER stress-mediated immunity )1 4 HE 5090 R 44 ()
HETUIF(AITE2021).  JEEAH G 5 R NAC062 4
ERSAE 5 AT A% 328 B A0 A A%, FF7E 715 UPRMfA K.
RRRETREZEEH. ER AR b
i FENACO6238 55 | ERSHUBANE, 1 bZIP28FbZIP60
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KR AR (zip28 zip60) H 5t H NAC062D (NAC062
() 20 M % e A 20) 1) 0 I8 19 9 | ERST 32 14
(Yang%2014a). [FFf, fEERS T, NACO091 M i i
B O A M A% T B R IR — SR AR, FE I UPRIE
IO 35 D] FR) i, 4 7 20 it A7 7% (Yang 552023) . Sun
Z£(2013)1E FAINAC103 5 5 5 S i 45 g B I b, B
il i ERS M o A (UPRE-TIN A% 2 ERS A5 %5, Jf- i
i e B ) 2R FINACL03 5 % s 1 % (5 5 AL a6 31
UPRI W FE R . 3 R IKANTL 71030 T HE Ak 2 0
A TR A ERSHU %, ZEERS N ANTL7 M P Jofi k¥ g
G A B A%, AT 5 5 ERS i 3 3 R 3% A
(Chi%§2017).

FEKFEH, — FINACH; K [F - OsNTL31E # B
TOFERS 5 37775 3 T A5 I B 87 7€ 467 2141 i %,
VT2 5 5 W 1 A R At I AR ) R R SR
FE 7K T 4 S 31 2 24 H (Lin%$2020) 2479 J5
ARG KRGS, 7K A% th HVA22 58 % 2k [Kl OsHLP1
(HVA22-like protein 1)l 41 3 N o7 N Fa 2 R A2 ik
PUmPE, M OsNTL6< i it 2 5 UPRI 4% % ERS (1)
U, 4R 9 B (Magnaporthe oryzae) J# 4k 7K
e )G, OsHLPI[M)#Spe s, 580 i AT, it
1M ELOsNTL6 25 [ B#fi# . OsSNTL6 5 [ /K ¥ P
J&, W42 T OSNTLOX OsHLP I’ s i, e 4642
fe 1 KRBT RE IR B B0 1 (Meng562022)

Xi 45 (2022) ) A % 5 R 40 R 5+ 10F B £ oK Zm-
NACO074 (5 OsNTL3 B 5 [F]J) Af LLAIE i i 715 FA R
o, J2 ¥ (heat shock response, HSR). UPRFIROS
A1 5 L B . Qian%(2023)1E B ZmNACO74
()3t 2 3 T B i A B DR U R T iR . PR A
ERSHIRE

K 5, GmNAC081., GmNAC030 1 VPE
(caspase 1-like vacuolar processing enzyme)Z 5 |
— NG YR A (02 02 Wy 38 FIERS 5 5 (1)
PCDHIZIE T . K5 GmNACO081/Z£DCD/NRPA>
FIET AR S B PN+, & 5 GmNAC-
03041 H.AFE I M5 S VPER ik, #E1% SPCD
[ 77 4= (Silvag$2015) . Fr 2 #PGmNACO81 7] i
AV E I 05 VPE, I8 i 0 H ABAS 5 i 1%
i 5P (Ferreira%$2020)

JH =& (Brassica napus)f)JBnaNAC60%Z Z|ERS I

FAINE TS 35 5 AL 24 iuA%, 5 BnaNYCI\ Bna-
RbohD. BnaBFNI. BnaZATI12 % Fh BnaVPE /] )5
B EEAS S, TR, ROSI R A Fr 3
Z(Yan52021).
2.3 HSF#ERET

T4 B8 5% IR - (heat shock transcription fac-
tor, HSF) A2 1 715 - Fof oy 16 m 7 356 K] 3% 2% (1) = 2 5
SRR, HSFS i ifs 5 555 )3 37 #h T HSENR X
TER TG4 &, FRAERE 3 & IR AR A ol a1 i 52
P EEAZ OE H(Guo®$2016)

s SRKERTEEAREEEATEHN
J 5T Je P B AR 2R, B EGEUPR (£ 4155£2023)
1E/NZ2 (Triticum aestivum) ™, TaHsfA6b-4D )3 15
ZDTTHIE S Ff, M7E SR, TaHsfA6b-4DE
REAEAAIA% . TaHsfA6b-4D W] GELE R I8 E [ M
5590 R R ) B 2 7 THD RS B A, AT AE A
LT 4EFEAN BN 1) B 1 FR A (Meena®$2022) . 7K
5 OsHSFA2d1 & i i 15 OsBiP1 i) % ik 2 5 UPR
(Cheng®52015). fEF& A+, HSFHE A Jyae fL i Rt
2 5 A [ M (cytosolic folded protein response, CPR)
(B G, TTbZIP60ATbZIP28 2 UPR [ 3= HE i i
Ao BRI AN, Bt THSFAECPRATUPR I AH HAF:
FH Hp A 31 5 AR ), 7R #A P I8 TR B0 1 HsfA L,
AT DA B2 T 0 PN 5 Y 7 1R /N 43 - AR B
(small heat shock proteins, sHSPs)#E [K] [ 44 5%, If:
5bZIP60/bZIP28 L [ 5 BIP3 {1315, HsfAlail
A DL o 45 i ATG 52 R 1T ERS 75 5 [ IRE 1K i
PE ) W (LochliZ%2023)
2.4 WRKY#FEF

WRKY £ [ 52 % 5 R R B8 X I, (E UL I
H B A5 Z K100 WRKY & A, 2 5% Fh LR
RS, AFER EAADTE . M EREKE
5 (Eulgem52000). WRKY #% 3¢ X 5~ 7] Ui &
T P 2 DAL I 285 U 45 22 Bl AR W0 T RE, L RGO R AR
fitlt 2 G 5 1) S AR SV A LA FH P e £ 5 O Y
FUFE S48, BRIk Z 4, WRKY % 5% K 7t 4
WE 2 50 Z ) A A P b 3 2 I FE (Wani 55
2021).

T ) AT T8 5205 JR AR MU B, A T HIRAE R AR,
B Z MR A A K, B4 ERS. WRKY7/
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11/17 720076 7 HR PAMP fish & 1) 4. 92 B 1] R 47 8 2
H N IbZIP28 73 3 I 1 741, F1g223i%bZIP28
155, W5 FERSHRIE K P K& WRKY7/11/1 713K IX,
T i R 8 6ZIP28 3K 41 | PTI (PAMP-triggered
immunity), DA SR T 5 T 2 i B 7 Al 2
R AZ Bl (Pseudomonas syringae pv. tomato, Pst)Fi H.
1 F A 18 42 3 Sz . (Arrano-SalinasZ£2018) .
2.5 NF-Y&REF

#%IAF-Y (nuclear factor Y, NF-Y), X #RCCAAT
& 454 A7 (CCAAT-binding factor, CBF), #& —Ff
SR = BARE KT, FINF-YA. NF-YBHINF-YC
RAGK, A2 KB AR A ) S B R 5 A]
T W I RIS 36 NNE-Y W3, i 7% & I AEER S,
bZIP284 £ [ /K i g BY ) 5 8Os, dE N4 k% 5
AINF-YC2. AtNF-YA4. AINF-YB3JEHH:3#E &
V), EVRERSYS 55 K 1) 214 (LiufTHowell 2010).
AR, —A F KT, ZmNE-YC141{ 17ERS
SR, 312 5 ABAE T4 5, ZERSHIABAS T
. FERRE I R it R IE ZmNF-YC14 ] AR i
YIERSI 3 14 A ABABUZ N (Wang5$2019) .
3 RE

P J5f 9 A2 40 i R B B A Gy, R R A R
T EREE, 2 hatb b, ik,
I E ) 42 T EUERS, [H M EATERSTEARE Y A1) LA
JARA Y e A (0 ML B TR P s ),
RemEfErE &,

AT, A SR P30 S 9 BFER SR AH AT 7t
A REMIE, HUPRE 58S O 5 NATF6. IRE]
MIPERKEAE, FEHE ) AU K BIbZIP17/28 MIIRE &
172, {H 2 NACH; 36 R 7t 9 F B 72 fE ) UPR i 45
R FEEEMER . NACE IR 72 MmesH 1
AWM RRTRIEZ —, 25 7R AEEE
WIS I SRR . B FANACH: st K1 i 2 5
FEPTUPREA T4 ) & X o

W 72 R NACIE 1 T 5 22 5 A4 7 9 UPR M. 3
SRE, AINACO9T M Joit i N A A% T B [ s — 26
A4, 1T Y42 UPRAH O 2k PR A (Yang552023); Gm-
NACO0815 GmNACO030 /¥ % 7 i — 5 4 75 5 VPE
M2IE, 5 A ML 7 M A0 T (Silva®i2015), {HAY

H/OBNACE AW RIE. HEN, A WENACE
F3E T %2 BAL S UPR B S B ? 5 4h, — gy
T B (INBIP) 5 % 5 A 7 AH BLAE H, tLinBiP 5
bZIP17/28 HAEHGI G # A%, Hig &5 5NACH %
R FHAEMAR Rl B2, HRNACKH FH T
ERSMZF I FE AR, et — S SC R ) 2% ) it
W AR, i WIRAS B P IR S 5 T 5] R UPR? %
S5 0 T RAT 4?7 BZERSASE 5 INACH % [A
TAHWRLE? EA 1WA B2 ERSTE 5?2 Wifal /- FUPR
SORE % P T R AR 2 1K S ] R A — DR
Epat

LA B 98 CE B — 28 55 5% R 7~ (W1 bZIP,
NAC)Z 5ERS. %, {H H A% 5 R 7 fEERS . 2
I TR D o e e R il AR ERS M 2 12 1
TEMDHUN P Je 7= B R AU A HRIE . AT A
I FHER ST JE R 2 =y AR AE P 1 2 B itk ot R
—%A8osm, BA o) BN 5.
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