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EEpEREEXREKEZ B TGP RHER
Tk, BHE, KE

o RHE BRI, R B A o> A BE S T s &, JE 5T 100093

BE WA G2 A AR, R TR AR, X LEE X O B R . AR
AR IR T a0 FoK (Zea mays)SE(EMI RN, AR S BOL A Z A AR ) PR TR NEERRIED, It
7R 5T 52 e L B S . A IE R B B T ALEI N i, M S R SR M KRR I . M A%
o FERA S 2T L R R R SR AR ROR, IR TSR AR AT TOKIE R rh AR R B T 32 (R S AP E)
HIRH R BE PRI i R B L, IR S A A B TR N BEAR TOK I 218 i) 2B WA L, i B oAbk S K it i 7 4 it

T RBER) 73 AR LA R R BE U
X@iE oK, AKERE, Mg, Rk

EH, BEE, KR (2024). midMHaE R ERA KK E RS THLEIT R, P 59, 963-977.

T YD AE AR i JA A b 2> T 22 MR AE P il a, A
Fhimim KR T2 . X L ia AR AT
BEZ T HHMED AR K E . TR ZE
T A KR AT A O EER R . BT A K
A PR A Je, AERAR IR ORI 1) 75 B I
HZWE(Baus, 2017). i T G]R IR AR
SR 25 P R A0 21 P A K R 2 ) 43 AT e L AR R )
YA & 2 —(Sallam et al., 2018; Ugarte et
al., 2019). —LLWff Al G n) B i 445 i B i i FACH X
T, USHREERAEFRE . XTIk I
I 8] Sk R0} PR K580 FE T v B P, ] R 3 O AE 2
KA, XK LM RN A A R Ge e AR R 52 (Willis
et al., 2008) . FEYXT i il 1 [ A — MO B 2% B
)RR, A S A A 2 A 25 1 P TR A
W R R T R 2 AR SR R . ok,
e U P 8 T SO 40 i RS 3N 1 1Y 5, X AT B s e 4
JiL P A o A2 e P A, TR AR KR B AR
TR . Hk, il E AL 5] R AR Y A I TR
(reactive oxygen species, ROS)[JFH 2, M it 4 i
SER AN ThRe G R, R AR I IR R AR BT
Ao WOAL, FELNHMEL, i bE B2 A &

ks H: 2024-04-01; £:52 H i 2024-06-21

MR R R DL S A A R R 2, T B
MR AE KA G &a, EAEENE, &b
T EE R E AR T R 52 RS e T o IX B LR A RN St
[F] 5 BUE A Sl i a A B AT A FE BE T R BE,
SR LE SR PR BT T I 72 02 Bk AR

EK(Zea mays) & EE K KIEY), HLAEEERR
AT B0 Tl PR AE Y REJE 45 2 A S B A
AT ERPER . BT ES . FEXIERT, oK
FERFERBIR G 22T R EEEER . AR, TK
WREBO R EERA . wail, AT 'R
60%—70% FATES MMk, BbAh, FOKTE T A AEY)
AEVRAIIR A Tz N (Parmar et al., 2017). k&
BURF [A) <45 A2 Ak % 1] 2% Tt 2% (Intergovernmentall
Panel on Climate Change)% Z #iill, S fxA2 1k ¥ %t
TR E P E R, PR S EA1°C
K S8 E K=/ 7.4% (Masson-Delmotte et al.,
2021). FAKARFE Mo iR E A T-28-32°C 28], AN
KB B BOHR FE I BUR A2 7 i, ToKAETF
16 WA e iR 38 % U (Lizaso et al., 2018; Wang et
al., 2021). #iid38°CH il HhiE B #2501 oK 16
GAERAE FRAK YK 2 75 T-35°C LA L1 &
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I, TOKMHEARRR G i, A2, EkhE
TP (McNellie et al., 2018). #28) J& H m i i ie 5580
FORFESRIALE AT, WK A S LRk, AT 5 e
KL T LRI R B, fe 25 30K R 5 & R0 5 5 T BE
(Chukwudi et al., 2021; Niu et al., 2021). HAW 7T
LR, R MNE T B K BURTERRAC, 51K TR
J3 4593 F (Cohen and Leach, 2020).

1 SENEYESERMEERERD
A

RNl BRI E Y, A2 AN R A R BOG i P ) 2
KA TR i R E KK E KR 2 AN TT
M. FEPHAT, TOKIAE T MW R4k, MpsE
IR, SaE AN e, X ARG — 20 S SR AR
JeMERRIE 22 SEIR | MERFE W) B I RS . T eS8 32 [,
BET A FOKBEACA . BRI . TR IR N Bk
HORTE KL Rl D, R 22 R AN AR iy, %
SRR L7 M A T

1.1 SRXEpENEYSERRSEN
el e 5| A R A — RV R, GRS
I (PSR C iR O, DA R R FEAA 5 P IR T
WUZ SERI AR R (A o I B AR Ah I 28 5 55040 s
SAnt, Senn 4R IR ThAg(Nijabat et al., 2020).
YRR AZ A0 G, 21 A He i R 52 3 e E S, R
KA, 4HHE T R R K I AR F A, A A
FEAE, T SR AR N AR Z L (Demidchik, 2015). 1%
e AR AL MY S BUE D A K AT, BRI B
WG I TR 2 08 DA R P A 5 o il e
RGP A R B, S B M R A A . R
J I A S B ) B 28 PR 2 — S T (MDA, H A
AEME, FREHERYFORRAERRL, #E—2h
JEI A AR A5 o R 1, MDA 8 ] 1 Ay e i ot 4
TLFEFE I — AN H 2 45 b7 (Demidchik, 2015).

1.2 SEMNEEERFEYHZNZMN

A e A A DGR G, 6 A A G L
A (1) R A B -1,5- IR PR AL N 4B X4 C O
Oz~ [y FEMR I A % ) % & (Li et al., 2020a). £
ZERMA R, SRR E RGP BEAR G R A

filg, FBOCHHIILGR, M E 0 6E1E KR
BEAT o Rl P N TR A I PSISZ AR AL ™
A RER, TGRS (PSRN . Tk
A, R R A1 (oxygen-evolving complex,
OEC) Ay i 8 1) F Xty Hbs, MDLEEF /2
5 FE A N ) ERZ AL, A, ROSITFER 2R
2 FEDLE QAR —MEERE. B, @i
P AR AN A Rl o R S5 T- BUE INOEC DL & H 1R A
&=, P ROSHI A, KRR m oK A A 2%
e (Li et al., 2020b).

TP R KR LR (IAA) . 7555 3 (GA)
FIE TR (ABA). 4l 70K (CTK). ZM(ET). /KIBIR
(SA). 3R A TR (BRY) « JHUIEI <6 P4 S (SL) AR FTR (JA)
FERYE RIS BB, 5 2 E SO0 AR A i i ke
A EIEEF (Sharma et al., 2019). ik i
HABAL R R UL K CTKIR D>, i il B KRR & A
Ko X T K& it % & 2L R4 (benzyladenine) 7] LA
PACABA L CTKZ [B] -1, 3 1T 1 5 T K B i #4 g
1o [RIFEHL, [A) TOK STt FHAS & 18T S ABATT A
R p A A B P, k55 AR B A SO, T4
i BRI #AE (Yang et al., 2021a). B4k, KR
T8 2 A AL S (H2S) RE 8 (2 3E I 2R« B = Bl A
FERER A R, 1R R OK B B A A TE 1 (Zhou
et al., 2018).

2 ENm R SR B RS 5 FHLE

HEYRAI F iR 5 E TS, &S TIFH
(LR R 0k o ke I\ A 4 SIS 5 Hh i e o 28
TGN, ARG B T U B O AN i S R, R T O
B A 5 B AR BE DR () 2Rk, TR 15 A A0t 41 5 1
M N (Zhu, 2016) . FE7 7K L, i g1k R
RN 2 BT CaZ IR FEH N BENEIRAR B\ B Rl
B A S AR e R A DL ROE M EUR K (Xie et
al., 2022; Yang et al., 2023). &iRHA F, HYEMN
HZ RSO X R AR IR RS JE 3
A [P AR B 8 IR =R A RBE, T S — 2 e S )
AT RE TR B4 Loy & L/ A BE B0 (Maller
et al., 2007; Malerba et al., 2010). — /71, HiE
IERRBR B BT AEALE], $2 i B SR 3T B 8 IR BR AL
B, FEMERE R O NS T, FEIRTEX iR Bt
. fltn, /KFE(Oryza sativa) TT1 (Thermotolerance



1) FrR I I ThEE(LI et al., 2015b). 55— 71,
TR B B0 87 1 77 BRI B S i Uk, Rb
DAL A 7 = AR () BE BV R, DAAESRR IR I AR B B
M2, £RiRPa G, Y a0 RE %
SO E G HAFRAS, M SR LE SR E T A A7
Re /1. Bldn, kAPGTRIREFITT2 (Thermotolerance
2) ik PRI a5 A J e DA ) 3 1) 5 2 T KR T A
Ae J1(Kan et al., 2022) . X %8 55 i e [F] 4 oA 420 o Xt
e PRI R A A AR R

21 BiRESEH

TR — P A KBRS S, T IZ 2 4t A
2 RA M5y TR, BEENFRIIRN, BHEX
AR T — IR SRR Z 8. wln, & &G A
L 235 5 R 1 R) 4 O A D o i B A A B PR K 43
LG, AR 4 i ) S B VR AN S i AR e 1, IE K
PR AT DL S e B A SR B AR A I B EE D e . AH
(phase separation)F /E1iE FE o 2 vtk 44 B ZAE
F o AR AR 3 R HE A B R I R 2 R e
TP ) — P PR A AL o A 43 B R PR AT 1
B, T8 R e SR A DU 1Y) RE 5 R B 2 5 40 L R,
WL Ak, 6322 50 AR N,
it & (phytochrome) phyB. [&1¢ {4 % (crypto-
chromes) CRY1. [t % (phototropins, PHOTS) &
UVRS8 (UVB-resistance 8)ft %32 4 A 5IR FE 1)
Ao B FR AL S, BT LASUERNA 2]
g5k, I8 R TS5 RN (Jung et al., 2023).

E# %4 F, #LE7T(Arabidopsis thaliana) ELF3
(EARLY FLOWERING 3)¥J 510 fifE4HMu N, It 5
HARFE R 45, K HERT L R s i/ . 24800,
YA E T ER, ELF3RAAH /B, BRI IR S,
o X FRAH S BIRAS A RPHRS TELF3S H AR HE A 1)
ghitr, BEMIAERR 7 ELF3XS e N ) #0HE H . i
X7, ELF3% &l S Gk ™ 2, R EYiEn
— Z A& M N (Jung et al., 2020). RNA 2 45 #y
Ak R BT AR A 42 B e v L 0 — PP L o 7 S 2%
R, mRNAMSAERIE X (5'UTR) BEHS T Al — A URE
IR R RS B TR AR i T mRNAR R BT R,
T B R RL PR B 5 o I R R 5 B S S Ui AR
KRB IE, AL & RS 5 95 5| KRN —
ZRANE R . PIF7 mRNAKISAERIE X A& A

T EHEPRA RN TR A KK T I AU U 965

—MREBRHIRNAK R S5 K, HAR NBURII#IT R, 2
18 il PRI, RNAKR R G5 K e A8 g — R KA 4,
MIfifil % PIF7 mRNAREI PR E, SEPIFTEAM
AR BN, BEMEE — R 5B S @R VIR
MR RIE, Y iR TR KE. B
I, RNAZ LS5 K IR A N AE D AR AL T — Pl g dn Jf: iy
N L B B 2 (Chung et al., 2020). 1t4h, phyB
IR T B P A R R R R AR A o IR RE T e A
BT phyB IS 1t B JEVE PR A e A, HAE R
RERTEMED THERD, BOGHIEE BRI %R
%, SRR FHMR (HEMERA) AT 5t R .
YRR 7 PIFA AR Jf e itk 3 8 A A AN LA FE R f)
ik, 3R phyB7E R A 2% ek B2 1 o R v R 4 o AR
H(Jung et al., 2016; Legris et al., 2016; Qiu et al.,
2019). TT3 (Thermotolerance 3)E K& /K fig i iz F-
AR [ 245 B 2k DR (T T3 L AN TT3.2) 4 e [ 42 il
KT 4 A R IR A R DR A7 A, A TT3.14 02
VR e 58 R LK) T AE i 2 2 . TT3.14 A0 1
AN B 5 B E AL E3VZ B REEE, LRI E IR S
Y By JE 54 7% 31| % & 4R (multivesicular body, MVB),
HEEMZ ZAUTT3.28E AMVB, & (ETT3. 238 it i
TEREAR, Wb TTTI.27E Sk AR &R, HET 32 1
JKFE B #5 (Zhang et al., 2022a) .

22 BEANEXESERESESHHER

e i B LA R 2 A B L RUIR SR A . FERRGE
B E AR 1 =0 Eis s UK A Ry, B
ATTAE S0 B 3 T8 4 B €00 3 R 0 A4 R S v 20 1
AR R R B R AR (1) B, R PR RN B (AR AR AE =
TREREE P il I B A R, DLERR LR AR EE T AR
(EEEEZS AV ESUN=ICEIE S22 i N U S  N=INY7 SER T R
O P A N S S, A 0 3 N X YR R L 2R LI
RAS, SURIES I, MR N AR A . B &R
% AF R, He iR 2 4 A1 (fatty acid desaturases,
FADS) [ fif -5 25 4H I 5 v I 7 R RO AN BE RS o 3K
T 3 R v il P 38 PR — PP LR o 72 B B2 (Nicotiana
tabacum) FHLL g T AR b, R e Ar T 2R IR g D17
P2 2 v A1 g (FAD7) A1 A fi Bt -ACP 2 1 Al g (stea-
rolyl-ACP desaturase, SAD)YUER R SR 4 1 = i
4K (Murakami et al., 2000; Routaboul et al.,
2012). BEFURIL, NGV R 5 KB REEC (pho-
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spholipase C)3& [X ik b g% i #E Uk w & A
HSP18.2F1HSP25.3 141k, MM 34 SRAE ) (1 i F 14
(Zheng et al.,, 2012; Gao et al.,, 2014; Niu and
Xiang, 2018). fEF K, Jdid 74 3% s 40y E s,
K Bl FAD % % i) ZmFAD2.1 1 ZmFAD2.3 UL %
ZmSLD1MZmSLD3 ) ik 75 & il il ~ 2 8 S
I LR v S v 2 i O N R
B, MR R T A7 Sl P15 o 4 47 40 B I 0 A e
?£(zZhao et al., 2019).

23 BTFREEANMSNERESES
FELD T eyl ) SRR RN A R S B AR IR T 4%
“Fifi&E(cyclic nucleotide-gated ion channel, CNGC).
JK 5 1 3E SR & IOsCNGC14 #10sCN-
GC16Z 5 X i W38 [t 52 i 72 (Cui et al., 2020).
X2 BE PR (1) R A AR I H B R A UR R Y . LR
Tref, R R (CAMP)IE T 5 AtCNG C 245 & I Ui
P 3 S A L A B IR N R N, T Sl
57 5853 % 1 (calmodulin, CaM)f#1454(Lu et al.,
2016). Hr KB £k ZmRPP13-LK3 & — /M R BRI
LB, HAEATPIE B CAMP .. cAMPTIiAL B 5 35 41 i
T KAE E A R 1 2 (Yang et al., 2021b). £k
HFE 1IN IR 142818 (Hao and Qiao, 2018),
T S 3 I A TR AT X 8 A 24N A, R
W B 45 A i Rl CaM 45 &5 (Zelman et al., 2012).
BB 4K 8RB B0 (calcium-dependent
protein kinases, CDPKs)fgWS B 12 45 &85 &5 1 I i
AL N RE A, HEeE N E SRS, EEK
HEL % 52 40~ CDPKs . il il il F, 3161
CDPKs i iR AL Uk 5% 5 1 (HSFs), J& # HE A0
¥, 3FH EHHSPs (WHSP40. HSP70. HSP9O Al
HSP100) ()% i%(Qian et al., 2019). H:*FZmCDPK7
AT e b, 2 EiRE. &Rk,
ZmCDPKT7 M0 5 i 5 ¥ B A M 5T, I R 4k T Ui
JRY) & E, M3 K B i AP (Zhao et al.,
2021). 5 F 45 6 e B (calmodulin-bin-
ding transcription activator, CAMTA) £ 77 T B
AR ERRTFHNEESRRESED, | Z225E
VIR e R A (B1) . BFFE R I, RoKZmCAMTAL,
ZMCAMTA2 FIZmCAMTASYE & il il F 2 % 1l
ik (Yue et al., 2015; El-Sappah et al., 2022).

24 FEHENMFHNSRESHS

i e FEBEM R NIE AR AR R, AT
fb & (hydrogen peroxide, H202). #3 H H3E(OH)
A A H 25 (027 )5 (K1), ROSHE N IRB IR S
SOy, TEAEYE R R i 18 T R o A
(Sewelam et al., 2014). EHFHEHT, @ H &
PP AL R S PRROS Y 7 A= FE B Ak T4 € 1)
BORAS, MM 4ERRAHIE N ROSKPAERRTE RN - 2R
M, SHY 52 2 miE b a T, ROSHIF= A4 B3 1,
IR AP ET IROS ™ A S g BRI AT il . [RItE, #E
VBN ROSEHIIR R, FEGEMSI . WRROSE
o e, RO g s R L, A B At
T2, —HIEEmEMIE, ROSH PR A ik, il
RAE ) ) s B g R L | (Volkov et al., 2006;
Mittler et al., 2012). fHIFIERME, MHH04b 5
TS, FOi PR B2 52 T SR, 0 SR g A AR R
ROS[tRBOHs # [A] (4 AtRBOHB F1AtRBOHD) & 4=
RAZ, WS LU AE RN vy ik JP G IR LT e gl 2 52 3]
i (Larkindale and Huang, 2004; Larkindale et al.,
2005) . NN i s R AL, EAE L EIEMYB.,
AP2/EREBP. NAC. BRs. HSPs. Rubisco. #i%
AT (e A R i S8 A W I R 2 IOk H Ik S- 76 7 i) A
S A B R T B g 2 1935 4 (ul Hag et al., 2019;
Jagtap et al., 2020). — Jj I, H202H # ¢ it
HSFAla. HSFA4aRfIHSFASH; 3K 1 [H¥#is; ¥ —
J7TH, H2025 —F B (NOYE SL [FE ), BEHHE
HSFA1a. HSFA4af1HSFAS, MIfiif S J K i i
BRI RIE o X0 e 315 P B 7o 44 (heat shock
response element, HSE)5 #k 7 & [ (heat shock
proteins, HSPs) & 3l 1- 44 & (Miller and Mittler, 2006;
Li et al., 2018; El-Sappah et al., 2022) .

25 BREEMNMNFEFRENSHERESES
TE B iR i Y &7 A R M (heat shock res-
ponse, HSR), #HHE AI7EILIE R P R EEIEH .
TE R e I o I AR, B Fd S R s
KRGS, EREFEARDRMR. BibdERRE
FER AR R B R T B I 2H 2R DL B AR B 1 A
AR AR AR - ARYE T =R/, HSPsH LA 2 A
6%, RIHSP100. HSP90. HSP70. HSP60. HSP40
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ﬁ%ﬂ:“ﬂ «— 0O O2

E2%iS (e
J1 4l 17 JIBIBIBIBIBIBIBIE IIBIBIFIBIBIBIE
Y| BI Sl 5 SESESESE NS SISESE S ST ST S
I 4 & S AL B [RIVR AR D RS EE
Wk " 4/’.°<.:32+
= REN
i }mi\ L
2 A%
ﬁﬁﬁ; HsfA1a = W)
SRS KITBEH RN (UPR)
¢ (DREB2A. HSFs i MBF1C;
VP A P BIP2
FR O AH ST R PDIL
HSP90
\ IRE1 - /AN bZIP6O
zmbziPeo T
@
HSP90
B / R
HSFTF13 bZIP60

B A R e oA P TR 4 D

é#ﬁ%%ﬁ?m/ﬂnﬂﬂLT HANpEZ 55, FAMECa> B, SEHSAMLRAThREER, 1ML A Ca2 Flik 4 (ROS) KT
Fren, AR TS BRI & E AR R R émﬁﬂ)ﬁV~JCa2+7ruRostﬁﬁiJu#1@%%:@1@%%&?@?%&@%a e I R B R
R, BRATESERORP(UPR)LLEHIREL-ZMZIP60/ FH{E S i@ . ZmZIP60EHE AL A% K A+ (HSFs)FIHSFTF13/)#%
ik, 5% ERRAGE F (HSP)E: B (IHSPYO) (K ik .

Figure 1 A regulatory network responding to heat stress in plants

Heat stress damages cell membranes when plants are exposed to heat stress leading to the release of apoplastic Ca?*. This
disruption results in the dysfunction of chloroplast and mitochondrial, causing increased levels of both Ca?* and reactive oxygen
species (ROS) in the cytoplasm, alone with an excessive accumulation of misfolded or unfolded proteins. The increased Ca?*
and ROS serve as secondary messengers, stimulating downstream regulatory networks. Heat stress disrupts protein homeo-
stasis, prompting the activation of the unfolded protein response (UPR) and signaling pathways mediated by IRE1-ZmZIP60.
ZmZIP60, in turn, activates the expression of type-A heat shock transcription factors (HSFs) and HSFTF13, which subsequently
upregulates the expression of heat shock protein (HSP) genes (such as HSP90).

%u/J\éj\%W%VEE(sHSP) P EARA S THEN TR PRI 52 o 30 43 I B 7 7 I 2 o B B ZH 2R
Diee, A FHERESEHAEKENTTE. DRettE B, FOKGHRET&REG, ZmHSPs Rk &1
Eﬁ&%ﬂ}ﬁa/\wﬂé&% f— %%Eﬁﬁ, 2K mHARBFEERHTHE. K4, ZmHSP100s .
HHARAZHEARME RO, HE AR ZmHSP90s. ZmHSP70s. ZmCPN60s. ZmHSP40s
JEE MR K. fEH IR T, HSP70/HSP90 % &4 & DL ZmsHSPs 5 B H 3 Z (1 08 15, W9 iR i
HSFA1s, BH 1L 5 #38me B ook (HSE) 45 &, it i Ai53 0001%(Diogo et al., 2023). 58 FEHAr (it
T T Fm B R AR HSPs ) ik (BIL) . il AR)AHLL, HSPLOLAE oK AR JE # A7 (W AR . AHAN IR
BT, #IHURBLEA RS, 5 S HSP70/HSP90 5 FLYM R IEIE 5 2 . IX R IHSPL0LAE R oK A4
B SR R B, BB SR i A ] i = A B B RT R 45 BE DR GBI H (Young et al., 2001).
H5#ED LEE S TR IHSES &, diE 5 H BRI, TEREMIE T, HSFI/EHSPsH:
R A )21k (Ohama et al., 2017). FiaE A AT FH 1 DR 368 3k A 43 15 10 77 2 A% IR 4 /IR o X e AL R
RN R AR AT A, AR TR s AMER B R Ao, dEim (2 g HSPs B A 1)
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sk . MIHSP708 i fif i HSFL I A% ik 4 /N R 3 55
HSPsHE [ 5 il F2 o X FlAH BLAE IR T — T
753 HLAT IR AH 23 B8 S s bL], AT 3h A T T HSFLIE
PEFIHSPsHE PR (1 321k, AT 2% 45 40 i 7 52 380 J97 1
lf] ) & (1 R 4 & (Zhang et al, 2022b) . &K
SHSP26. sHSP22. sHSP17.4 }sHSP17.27f IE ¥
FF B FARIL, (ALE il A il T R A T
BEEFRIE, VLXK LI PR RS S i B iR . i
IR N, fERBLEAET, SMEH025% % 175 5
SHSP26 [#] £ ik, H20215 Kk 71 1) 48 FH I 5¢ 4 417 i
SHSP26[1J# 1A, SHSP260: T IH24- Py, ety 4k
6/~ A BAEH, RIOLAE AR & A 552 i Ek
AALWriE (Hu et al., 2010, 2015).

AN, BT R I ZmsHSP17.4 /8 W 1 ZmCDPK7
WEER AL, 52 2B Y% B2 (ABA) [ 1E [ 4% . 24 ZmsH-
SP17.4MBERRAL R E R JE, ZMCDPK74 S (1)
i i 52 PE B 2 B . 59— T, 1 FRIAZmCD-
PK7 fie % 18 5 K (TR A8k, 10 9848 FOK PR R B H
i #41 FE A% . B 2 R B, ZmCDPK7 i i fif FR 1
SHSP17.42: 5 ABA/ T 1 T K # ik Y 42, 1fisHSP-
17. AR A AE HAE N FEAR 8 B3 110 Tl e ok DG B A
(Zhao et al., 2021). A 7Tit K I, ZMHUGL 2 € fi7 T
PR () 3 5 B 0 AR AR o 7R FOKR R BRZmHUG L
B R, SR AT i 8 ) U B2 IR . 7R
T, zmhug1 S8 PRSI H 7™ B (1) N Joi X 380 I B
7 i N zmhugl %€ 38 &t ZmHUGL 1E ] & 4 ZmP-
RAL.CLI\ R B IE, Xt —B e 7 w5 T
LN o 33— PRSI, i T bZIPEOH A B
FHWIEZMHUGLR R IL, KHZmHUGLTE £ K it &
IR R R 4% AR (Xie et al., 2022). DL AR EA
ZMHSPSTE$E iy B K #8 P T T R 5 B AE T

PO L SR T A T HSRAE 5l 6 1 S g A7 B
FE R ) HE BT v U P 28 T B b R P A O E B AE A
(Timperio et al., 2008) . & i 18 B I H 175 5 2
PR o ] R 8 SR R - (R R, A T K e B e AR
FH2A (DREB2A). HSFsUl £ & {45 & K1 (M-
BF1C) (K1) (Zhao et al., 2021). i 5% K 72 H
W N i 38 Y B B . HSFs2 NAL B
C=2k. fEE K, CkiE 7311 HSFs, Hi—L)g
T AZRI B S IR IR 52 5 R i 32 4 % (Lin
et al., 2011; Zhang et al., 2020). HSFAL1S7E & i i

TE N R OR B SCHRAE F, F A  X % 1R S kT 3 B
F{EH (Liu et al.,, 2011; Andrasi et al., 2021).
HSFAL B 2 5 % aUR B H 22 5L K (HSFATs
HSFA2. HSFBs. MBF1cHIDREB2A)FKIE, #Eif
W E A B SR, RIERTBE NS,
(R o s 1= = = IO 2 O = 17) S E B %Y i si S (B W g &
HSP70 5HSP9O0 2 [H] i #H HAE I, 3 — P0G HS-
FA1 (Ohama et al., 2017). ZmHsf-6)& T-A13%,
ZmHsf-1. ZmHsf-4. ZmHsf-551ZmHsf-17 )& T A2
%%, TMZmHsf-3. ZmHsf-11R1ZmHsf-25/8 TB, iX
SR PR T IR 7 7E T K A 2 4798 S B A €5 (Lin et
al.,, 2011; Zhang et al., 2020; Jiang et al., 2021).
ZmHsf-6%2 Z Fidi i pia, JUHR snR e i 5 RiA
B3 B, iRk zZmHst-6 5 AR PR A B B R
& (Lietal., 2015a), [, KA BZmHsE-67E1E
¥Rk, BAE R E T HRE K FifJiang et
al., 2021). Mt R MHE T B F KRS, ZmHsf-1.
ZmHsf-3f1ZmHsf-23 1) 1A & & &, X R EAIE
B0 TR HiE 5 T B A E R A (Lin et al., 2011).
SOHTAF TSR B, 38 HA 3 A S 2 TR B R 3R X 4%
GIHT, RIAZ O I 57 - ZmHSF20 78 1K i B
e SR RIEEEER . ZmHSF205f 4F 4 R &
S 2 K] ZmCes A2 AT #4355 TR -1 ZmHsf4 1) 3R ik
Y1 EAAEIE T, 1 ZmHSF4 5ZmCesA2 B A # 5%
BUE RIS RER R SlEEIE T, ZmHsf20id %1k
PR 26} T i AR, T Zmhsf20 28 AR 1A firf #4414 38 55
X B ZmHSF20 1 i #5 K K 5 i #4 (Li et al.,
2024).

2.6 AEMMHENEMAEEANTSNSRES
%3
52 B e E S, ARG AR SR, AR
W I R AR R Ok 9 & B E I B (unfolded  protein
response, UPR) (Li and Howell, 2021; El-Sappah et
al., 2022). fmy ifm Bl P08 5 AE A B B b ) I
&, FEHRTEEAMRR. NRMPRRIT&EE
I B (UPR) BE 2SS0 21 85 1 4 & 81 B BOAFAE, BET At
FAED ORI HLE], D IEPrE 4547 (Deng et al.,
2013; Jacob et al., 2017).

it 1 RS P DR, T R A A 1
B PY J5E A faE R ML . P BT R B B T S A &



TRy A . IR T AR T
RERYT S RIS E O, 405530 A5 e
L SNE, S N BES B  S KSFE, A E R R
/KF-if % (Vitale and Boston, 2008; Mittler et al.,
2012). UPRAEMEIG 3 N BT N 2 AT & he /), B
I ES R AT B B O AR, TS A A2 B — A
K47 IR A (Howell, 2013; Fragkostefanakis et al.,
2016; lurlaro and Mufioz-Pinedo, 2016). zh4#UPR
FEAIN KRBT, 7025 B E R T
ATF6. WIEEEFIREL DA X B B PERK . H 1, ATF6
& TDZIPFK R RN, Nz I ant, e
B IR RGN0 A%, ATTHESN 43+ FEAR AH DG K
IR )220 o IRELIILE R 3E mRNAF B 422 5k 52 1 5
B FE o 1T PERKIE 15 18 ik L I3 B 7 1 ) 2E A [F]
elFadb AT BEER A &1, #Ifl & Af s e, B E AT
Rk, FEREYHAURDL T IRELFIATF6(S 5B M. 7
IKABUPRIE 2%t R I 1 — s A7 T~ P9 Jo 194 68 1) 2 5
57 OsbZIP74 . 238 2| sl M5, /K P o ) Hh
HEAR KA R R, WMIEOsbzIP7T4MRIA, MG
HRNAR A8 Bz, I NI RS EEH . 1
OsIRE1F /KRG, OsbZIP74[) 8T #: 32 B3|, *
BHOSIRE1Z 5 0sbZIP74MBY 12 . Bl J5 i 78 N I %
F|OsbzIP74 R L A OsNITL3, HAEFER Fak
AR T OsbZIP7AR BT 42, AT #% B i3k N0 Ml A% K
FEIE RE MR SRR, DL SR OK RS I AT
OsNITL3 e E#: 5 H i OsbZIP743E K J5 3l 1 45
A SRS (Lu et al., 2012; Liu et al., 2020).

riR A N, RS R IR T HSPT0
FR A BIP 1) & 5, BIPRE f& M P4 i W 45 & & A
IRE1 A 55 T K. BIPTEA T & 05 IRELZ H]2
MREAE T, R T s 2 — R Ak . BUE I IRELRE
1 B 4 5 A S B I o 4 45 R 3 (ZmbZIP60) FFTMRNA
234 B9 ZmbZIP60 mRNA S NGl A%, 1M 4%
figh 1] N7 SR8 I ZmbZIPBO % S R 1. 7E R 2K
H, MIRELHBUER, HARHE K ZmbZIP60%: 5 A BY
PN E MImRNATE X, bZIP60s 15 i i AT 4K
S R FHsftf13, Ji& 3 ik — B s — R ARk A
(HSP)ZE[X )% 1A (K1) (Korner et al., 2015; Li et al.,
2020b).

PN JoiE ) S 5 1) 3 Sk (Rl b ZIP 17 FbZIP28 J& T
ATFeIFRIJEEE H . EIEHEN T, bZIP17/28i1d 5

TS EHRPRA RN TR A KK T B AU U 969

BiP (19 AH FL A Bk [&] 8 7 9 R . SR, MR N
TS E OB RN, E1a 5BIPRAE TS S
&, FHDZIPL7/28 A 5T I R BT K EAFTE R
(172, bZIP17/281E 51T 5 ik X 3 AN Py Joit 99 fiss 9 35 25
A RRBEENAS S . HbZIPL17/28 P i W 4 75 31|
R IR G, AL DNAZE & &5 M S8l ORN % S B0 45 74
R B BB T, 3 ROZ I M R G
HENH MR, 1 4 oA e S A DG R (1) 3R 14 (Gao et
al., 2008; Liu and Howell, 2010; Zhang et al.,
2017). fHA—IRHE, bZIP17/28AEWs DL 48 =i
(1) 75 3 B 2 45 B e RS (R R R 2 7 b

2.7 microRNANI R SR BB H 53 FHLH
mMiRNA (microRNA) & —ZK 5 520-24 nti P iEIE
RS /NRNA, EATEAE Y A K R B R Ak S
ILFE Ak 4% B R F (Yu et al., 2019). H RI7EAEY+
CLE B2 A2 5 m I A W B [ miRNA. 7E 4 77
H, mIRNA398#: =it i ia 15 5, FFd i #H| CSD1AH
CSD2[)RIEMEHFHSFE I RS, AT 488 5 AE 0 (1)
fit #4#% (Guan et al., 2013). miR156-t 4% & i 3 1%
S, R T A SPLS I A 1 38 1k 4 5 BT 3K 15 1A i #4
% (Stief et al., 2014). {E/NEZ(Triticum aestivum)H,
i i B A mIR159 (1R8N, 1M id R IAmIR15911
JKAE R 200 e il P8 SE R, X SR W mIR1597E & I
Jolp 3 AH OG5 5l B A R £ 45 4F H (Wang et al.,
2012; Lietal., 2016). WF7 KM, FKAFE K &K
() 2 A2 270 8 A2 B i i, HEmiRNAR) 2 5A K
PR AR ER ., BB R, KRS
X MIRNAZR 2 (1 5 W K 150 ) s i e, X BoR |
K mIRNAT S 5 i o 38 1) i FE 2 2 o A 3h &5 4 (He
etal., 2019). #FHF/NRNAI T8 £ 8, 76 m iR
e, AL A1 EKRmMIRNARK L K& A ARk,
W R IA2 D mIRNA Rk [ 2 2 52 m . 5 kR
B, SR ME FES 450 FOKmIRNAR) K IE & A4
24 (Zhang et al., 2019). WK, &=
T 38 J5 K I o A A A T 28 11 DG B A
oy BN, I BAERK L A AR TR B SR
k19 nt/hNRNA. K KkmiR166 . miR166* .
miR168. MiR396. MiR444L) X miR528*% [k ¥4
£ T3 (He et al., 2019).
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2.8 EREEHMHMREERNRES S
N KA A I R G s, R i T
UK. HElnba S TOKTFRHE A, BT IR e
ARV K R H SR By, X T IR AR LR
SRBURR, R v TP S T I SR R A
XoF v ik ol A PR ) S A SR AN TR, RIS 0 A T ) R
PEo BFFCR BN, HEREG I b I U FE T, 1K
JET HBEAARE TRIAFME, 56Tk F O m
MEREAR LY, HEAREE 52 ) milk i) B . R, 78
e PE LT T R RIT A 2 S e T g S B R OK
SESARTRAR, O e B A TR . 8 R OK
2 XVEEH H A R(RIL)FEA(B73 x NC350F1B73 x
CML103) i 1 ik 21> I 1 7l O 24 MR AT BR N
7L, {XAEB73 x NC35041 & 2555 Yt ik bk Bl
L5 e FEHOR FH O 1 31— B MR A 25 (QTL), % QTL
T fERE7.96% 1 K B AR 5 (McNellie et al., 2018). It
Ab, SRR NFE 7R 8] 35 K AR B I F8 M a8 AL
WEFEN 52 A R F S MR a5 B S A 2 R 4 5%
7 BT (GWAS) J7v%:, #7855 2614 AR B4 H
AT F AL SRR PR, TR A BEUE 259 9734 %
IR 2 B VAL (SNPs) B A& 8 3294 SNPHRiC AT K
e AL, )% E B A 5 i B 2 A R I QT L,
7 #NgSSR5-1. qSSR5-2. qSSR5-3F1qSSR5-4.
WFFEIE R IL7A 542/ SNPs B 2 KRBE I FE ], iX st
FEDR B K B #A e A B Z 5200 (Gao et al., 2019).
FEMY FAAH GBI v, TR ) kv i S A Mg A A KR
Wi N (R FGH3ZR ik Bk At RN . EHE—RIe, &
AN ik 36 FHE DR T B A T R GWAS 43 AT w349 4 A il
B, XIUE 7 EANAE B K R ) 2 H (Gao
et al., 2019),

BEAk, 5T R Bl phasiRNATE i 42 T K A i 01 v
TR 52 P 5 T R PR R R E MR . WS N RTE R K
TEN 20 B A A 22 31K & 1121 ntf124 ntffphasiRNA.
HAER R, 4DCL5 (Dicer-like 5)%& 4 RA8 I},
JUF LA B e 45k Z 24 ntffphasiRNA, H 548
SHAARKEAR, Y ZMAAIERRIE, JERIH
BEEEAE . ERRIE— PR T phasiRNATE
KX e 3E AT E ) I RE(Teng et al.,
2020).

3 WIREBE

SRR A1 R TR BN E k. B
PR TR IR A RIA B AR, - E R
AR E. HHEREYHLEL, FOK s e i
YRR F U AN B o 5 AR 7 it 7 R R
RHZEI K, B H BAUEE H K 8 a8
A B T RAR R FFRE 77 &, R E e A
JIfR

31 SFiRicEERESEEREEESH
T KT et 72 2 5k DR i A B E IR, B MR AL A3
FEBKI =i & Foh R EEAE R . i M HR,
ORI A RSO B K S A DL o Bk s Fh, #2717 &
KTt #u: (Frey et al., 2016; Cerrudo et al., 2018).
I AL B 5 i AR S QTL, A 4r Fhrid
4 Bhik #8(marker-assisted selection, MAS) AJ A} K £
i B PSR AAERIE . 2 T ARG HEOR dn ] 5 A
(simple sequence repeat, SSR)F % F IR £ &1
(single nucleotide polymorphism, SNP)ZE4>T-Fric
PR TN, NEME R T AN
TR, A 8T8 R R 57 ik th B A & IR A i A
A, IR TR 46 55 B Fl& S F 5 = B Pl 38, TR
Tif 3 B AN 15 F B IR R B IR AE 5 M (Younis
et al., 2020). UtAh, 452 I3 B 76 FoOK T Hii:
B R A E AT . GWASAR A BT iR 51 3%
T R T RLQTL, 38y fuisk £ oK & b (1) 18 4% 2 42
LT H J1>F(Wen et al., 2014; Lafarge et al.,
2017; Lin et al., 2020). JEIIGWASHEN T f#SNP
LR IR Z TR ORI, A6 B T AT T K it R 1 43
THLil(Lafarge et al., 2017) . 78 MV #4F T2K h Ab rp gk
ITGWAS, &K L5 7 & R 8 35 H < i SNP A
R X R IR B Tk 35 B 2 AR
AR EAERAA S R, AR R TR R 15 4%
LB T E 2 % (Longmei et al., 2021; Seeth-
aram et al., 2021).

IR HE R RS TR IE B E M EART
— P gIE A, (AEESEHE T 5. AR T UL H
P57 545 S o A ic il Bk B R AR B 3
ZE o A DR A I PR T 7 o BN SR RV K 7 A
0, K TR ) B PR 28 £k 1 & i E (genomic esti-



mated breeding value, GEBV){F A% [ F 1k . 423
GBI R a0 R 158, MELA T @B A,
5 LR DR RU AR Y, JFR) FH Ik 8 5% 20 1k DR Y S8
FESLTRIASE R B fE, I AR T A SR R R A
S, R FH 2 T A S P T A 2R DA R AR Y A 11 5 A
B, TR GEBY, R MEATIER . TR
AR EER AL E RS, AEYEFIREE T R Uk
AT B BEE AR BRI RS, ARk A ik
BHEAR S k M, BONIARE FhAS v] Bk (1 #H 22 T
Ho ZEARKEF LG LS BA R —&, B
R RS R TR B, 7 R K A
BrE R, R A R DR 4 3 8 U vk e T v fe VT A
(o R AT F1, IR B R ERE, B E Rk
R, AEPs AL ol AR AT B R R 5Tk & .

3.2 FHEEMERRE
ot ] R D] 0 4 B3R T A Dy T KT A ot o A
RHR B T o e B A% e A AR v i i 2 5 B S R
0 2 D o 4, A R K AT A iR S AN R AR R IR
A KAE S (Yang et al., 2023). & E HAl, 24135
et P AL D 8 FR) 6 R X T R R D 4, P A A
WOE A HSP7O M # IR oo i ¢ PR 1 45 G B A 57 (Cas-
aretto et al., 2016; Tiwari and Yadav, 2019; Jagtap
et al.,, 2020; Jiang et al., 2021; Malenica et al.,
2021). UbAk, @I 0 T K i b A e S 2 R B
FILLEE H— BRI E R RIB LD, 1L R PR E i B 1wy
T B X L R R A R BEEAE FH o ) P e 2 DR RV s 8] e
FEAR RIS T 2K v b5 e i P A P 18 B A % (1) 2 DAL gk
ITFEHECC R, MBS & B AT i #4181 F K 7 i
o 540, ZmVPPLRIOSMYBS5 FIA R E R T &
KAE re et olp A R 52 B 5% (1T 32 B ) (Casaretto et
al., 2016; Wang et al., 2016). #H TSR ES
R HAHESD T A G B Fh LAER kR . i Bt hric e
FoACHE bR 1 5L SR Bt ee e i 0 i B AR IR, 2T
KIg4 5 & F A (Ahmar et al., 2020). Ith4oh, F—
LIl (next-generation sequencing, NGS)#% AR 1)t
MR, A Ami sk, pg BT s A U7 200 H FRt
RBEAT il &P 20 M O T e, X AEAL G2 F b bl
PASEI .

PRIt B KX il B B, 7SR B A
AR TR T B E A R F oK. R

TS EHRPRE RN TR AT TR R 971

Fe Gt B FIERT 7 MR I8 TOK 7 T L2 U 2 28 sk, (H
HFBRMERE S I, B REED. K, D&
DR T Fh LA AL - SR, BUARIEAL A IR,
ol A A RV SRR AT AN P > R ig M, B4
B 7 IX—RIR, feit 7R 2EN RS, A s
HH R AR O R A, KR ST R T B S
FLBE R R R AR 25 &, BE R AR i oK
PR LPL HiDRe S pri

3.3 EXiiEREhERIBIE A SREFENMA
TRNEAEERRAEY), AERBRTEENTZME. &
KEAHHERGT I, R R R IRA X, 8RN
AR I 2 E 2 — o TR R S DY
JRIE AR, TG RO R FE AR . i
RAER A ISR N AEAE, BRI T N M2 0 58 1%
AR R, YRR, FREA
FE L Z IR R M2, TR
¥y 4= K4 5 (Zea mays subsp. parviglumis) & 3 H H
SR ) PR BRI R, L R AE N 48 R 1 1) I ARy el [X
B FEA TG 1 = 0 A [X 55 22 POAS [B) 3R 58 R AR A7 [
I, RAFAARKTAKE R T 5 03 18AE 55U
SR, NATTXF T K44 BEAE R R OK 8 A 22 R PR TR )
Wz Hb, FHERNHFRARE .

RIEIEE B AR, HE A S S 28 AFH
Ji R REE 7. BN, T LARE Oy S H AR
W B KRG, AT RE TN E Tk ot J B U B A7 A
DU DR AE &3 (1 I AT 58 R R A R, AT B2 v 7
o MATTHEAK, BT3RS &
R, HA T 2245 3 A 52 4 e AR AT AT 3R, A
I, FEG B kR v AT B8 S A ) T 3k B T AN UK
VA, DSRIUCE Z AR X E A FER
H AR BRI R A fUEHE, I T AR & P iRk v 1
ARG

{EE TR AR
SRER AR LT, £ MEIHES R
B S50 BRI .

S5 30w
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Abstract Plants encounter various abiotic stresses throughout their lifecycle, including heat, drought, and salt stress, all
of which have diverse impacts on their growth and development. Global warming has exacerbated the impact of heat
stress on crops such as maize, potentially leading to growth retardation and reduced reproductive capacity. As an im-
portant staple crop, the yield and quality of maize are severely compromised by heat stress. Plants respond to heat stress
through complex molecular mechanisms involving multiple signal transduction pathways and the regulation of gene ex-
pression. It is crucial to use advanced techniques such as genetics, genomics, multi-omics analysis, and high-throughput
phenotyping to extensively explore and analyze the genes and loci associated to abiotic stress tolerance, including heat
stress, in the maize genome. These studies not only deepen our understanding of the biological mechanisms underlying
maize stress tolerance but also provide valuable molecular markers and candidate gene resources for breeders to ac-
celerate the development of new maize varieties.
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