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Abstract: Heat stress is increasingly causing adverse effects on plant species diversity and agricultural
production due to global climate change. Plants have developed complex strategies for rapidly sensing
and transmitting heat signal to activate heat-responsive gene expression and thus maintain cellular and
metabolic homeostasis. In this review, we summarize recent major advances in elucidating heat stress re-
sponses and put forward open questions of heat signal perception. Answering these questions should
help understand the molecular mechanisms underlying plant heat stress sensing and responses.
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155 5 B3GR KA I #E v, A A
T AL DLIRAS Nt 25 B AR ) 5 E AR W i 38 1R
YIETIR JEAE — @ (Rl BT IR S — AN BE K
-, KERHEY A K K B P AN T I R, X R
PRI DR 20 TR0 R B A AR O s iR (PO e . HE
36 I 0 e B S AR 7 2T iR B AT
PRIE S T AR KA BT ) B 98 AR T #APE (heat
stress tolerance). A{ZASFIPIF AL, FEYVIFH A
(YN #A P A AE A AR K I 22 57 AR AT
TE A [5] (1/) 49) fi 3H X60 A8 455 v ik A1, 30 UL HR A [) ) gk
P B 2P (Wahid52007). Tk bloke, A%

T B 5| B A ERYE SR AR RS N T R A 2 i
Folp AL () RS, AR T s AN BR ) T B P
(P b B 0 A, [ B I EL 6 A2 4 R TT RE 3 BUOK
TR AR 25 22 PRI AR 0%, AT D 1 0 22 R
e U O b AR P R, AP R
AT 1°C, Bl 4Bk E EAEYII T 7 BB
3.1%~7.4% (Zhao%52017). SR, B Y
AT 38 RN R T SRKSE BB T, — 5 TR A
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R i B o A B e R R R, 5 — T T e
TR E SRR HEBOR X B AR TR K. R
22 R, AXER T 32 3R 05 B4 38 0 (3.7+1.1)°C
(Church®$2013), [Kith, Gnferfig ok b3k 3 77 11 i 78
JE N N AL 2 AR i e (R R 27 )

GERZIFE R AN =R ) SR R ST P S At
ST, AR B 1) e T P B3 A8 52 7 ) R B
HH B S ) AR R AR 2 S, T AR ) IR S
I 7 5 R ) ) v R N B 52 1) 1 RS 4T 52 A (1 4%
IR TR I, O R S B ek e
A BB PE J5 121 (post-translational modifications,
PTMs)ifi 4. bk, BT il ol DA B2 G €4 )
st (landscape), FH ¢ WAL 7 B A2 AT 4
UN(RESE iy -7/ )N SER e se L N v 3
Je 3 HLH A D At vk s i 8 5| RS 1 f 4k
WAKHE, MEEFAEY = & LR P 2 R A
HEMIE TR S LM E.

1 SR8 SEYRY A TR N

—RCR UL, YA KSR E S T ARG IR
JE£5~6°C (Wbl g7+ 7E28°C)If, HE i i 7 AR K
K 5l AL AIE 4 2 il (thermomorphogenesis) (15
A6 T Rl B A AR R 5 ) DT S 3 R s IR A 5
R FEAE AT (8] N B FH10~15°C (AndUh /e IF 7E30~
37°C), &M Y)E 2 # N i (heat shock, HS), 1Y)
B 2 KA — R B AR KA Ak DR 5 A B A %
Y5 R R vy il | D ) B BB o T BRI R I )
W i v U (AN 400 B 2 40°C LA b )W i 438 52
£ B JbriE, HSTR G Hh 5| & ™ B 40 i 2R i 4 473,
T BN B SR T A R AR R R IR AL AL
A AR, 2 T A AN A0 M A NS 5 DR 3R
L, B2 T BN AR R (A B R ZE T (Richter
£52010). AT L, R PR 52 e A Y BR E
INF K R T T ok B2 (R AN TR, A . 7= AR iR A B g B 22
FEAR K o DR, BIF T et oI P A I B A5 10
HE BRI AR YK aE D
(0 H P35I EE . AR ] LA A — A AN TR
(%) 25 R Y 5y HLA 22 e B B ) BRMEL IR BE o 8, AT
FRAT i X %) R A 30 LA R v P LR B, T
24 FE 1R ) A K IR I R I e I (R AE AR B

AR, /N EE HS BE IR B 2826°C, T K A8 U A
34°C /e 41 (Wahid%52007).. BRI R A= 10 0 £ U
FEWRE T AEYD R 23 (B 53 A s B4R 52 e 4 HE
Wi FANE, 7853 B FEA (R A 1 R0 A I 2 5 R A
o ) e Py DR 2R 22 S, K M dE e st A% T Bl AT
st MR AR A R it B ) PR A

AR B KCE b v I e 18 6 A 0 AS R 1 B B
MAEKKEHEURMHRE. iR shr
TG AR T, b e 3 2 IR 22 AR 1
£ K (Bahuguna fll Jagadish 2015). {157 =12,
Aab T A AR A T AR A 0 A b A B D UG A
B S REI I R TR KE e T
e B K ATER AR K I T IAE R & 5] A
WA, XL R 24 FEEY) A (Hedhly 2011). 7E¥E
S B 52 AP 8 K 7 E A F A B A T,
B R IARTE R T F /N 22 dn dfis e 32 /i
AR A A6 B OR B B 2 (R 2, 98D TR E AR R
(Tewolde%52006). f&rif ~, M AMH & 1EH g
JI9kE5, T B AFAS 73 BOA BRI 5] 40 4 R Rk #4
JiiE gl R R, ARl T iR — R0 AR
MG R OB FH TR I, m il T BUE Y 40 i
AN K BURTI AL AALFIR KB
FERG N AR ZEA DT 548 1A 55 A B AR AL, X 4
AR T G2 R D AE =l B aE T B K 233 2R A e B
Bt = (BafionZ£2004). 4R /KF L, HS &2 Hh g
AR TN A5 12 R ERAR MR T S N T R R B
P, AR A 38 T S RN R 7 R B i S T A O
MBI R 2 1E 5 /K, HSIE 3R & 1 AR YE, 1X
16 f 24 3 B0 110D 26 7 M G R T AR MRS . T
A, AR T 2GR R SRR ST AN L 2% Th e
HS 3 1 U3 1 2R AR B A A, S B IR A
i 4 3% Ak T/ 420 (Rubisco) 2K 3, /b T e &t
RIMFEF IR RGN (PSI), & FEEEE
F 95 55 (Sharkey #l1Zhang 2010) .

1E BRSO il N, A e K R ik S
2R BRI FEESET . KT B, SR
51 5t i 3 P RN A PR BR Ca” IR FE . Wl R IR
MR, RS EAAE S ERRERE LS
4 4 (reactive oxygen species, ROS)E & . ik 1
HS 77 Wl e/ N5 5 2 1 M i 40 A% i S 5
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PLBSE #Am S (heat shock response, HSR). HSR#
€ SUONHS 5| RS s B g A, DA B2 M 1Y) 25 o
AU A F0 TG 5T 4 A%, DT 2 ST e A ik 2 40 1)
B IR T, XA EAZ AEYIRTHS B —Fh 08 55 1
A= W) [ B (Ohama%5:2017). PR8I 52 e T A 4
HAE KR BESCCRI AT UK HSR, 4 i H 10~15°C Y
210G 5| ELHS 78 H0IN [A] P G R B PR v B
i (heat shock protein, HSP). ROSJE WM & i 2 ik
SEIBIE DR 5 DAL 45 52 P B8P R R ) il
18(Wahid%52007). 7518 52 AF B0 ifn — B,
6] 5, AL HSR &34 58 5 & 1 #4bE, 1IX—id
FEBEFR N AR (B AT ML) (heat acclimation) Bl
NG ) (heat priming). FHYIA B (R4 i #VE
) Ak 5 AT RO v ek o 28 R 52 B8 0, RRR R 2k Al
it #4474 (basal thermotolerance), M4 77 B 1) HE
W B RN D R i P 2 B A A PR T 52 g 7T,
S 98 1) 3X 58 43 e T R PR O 3R A9 it A 1 (acquired
thermotolerance). Hi T A8 47 i1 3k A5 i #4PE 58 65 4
FEAH Y — B [a), $L 2 m] DR A B AR AL, PRt S
HEFR A HACIZ(HS memory) (MittlerZ£2012). 4
THSRAZ R FE AN 46 5% . sk fa PTMs SR M ist
e

2 EYEEEE S ESRIFE

2.1 HEYE R SR B B 5 SRR 4

HSRZME 5 T — RINHSPEE R Rk, #EIA
NAREHSRI bR EE A B & B HSPsH 58 1 41
FLIR 2 T RAE B TR, AT B B AR P B 11 52 PR sl B
il CAZERE & AL A il Zh I AaAs . R, FEB R A g
fidh 5 R R HISR 5 [PR] A A >4 /0 1) BE 461 (00 e 5 R
88/1 780, /NFZ N 117/1 509), B % ] HSR I [X] 4 i
MEAZSES TESES. Fa0RT. RNATHE. Wi
AR FAR W45 F2(Qin%%52008a; RizhskyZ52004).
F b, SRPIVHS 8L T R 2 B 1) s 4],
T AN F) 2 FEE 4D v A1 2 fl A A0 22 33 (1 2 SR i 2
15 2(Larkindale fl1 Vierling 2008). HSRFE K HH AN [H]
TFHREMIRBZ R T E A M, SR
SN T M SRR 2 (1)
2.1.1 {K#IHSFATEYEE RFIE

FLAZ AR Tz M AFAE — SRR ST I B 5%

“F (heat shock transcription factors, HSFs) i %
HSREER )ik, MHLT N6 FBEEEE(1A),
T YVHSFs i 7 B A 2 (LR I 214y, KREid 2
1384, Dhfeth 3 i1 5 44 (Jacobd$2017; Kmiecik Al
Mayer 2022). LALLFG ¥ 1, MR 2 2R 7 51
(1) 55 ZE AL 25 1) 15 (HR-A/B region)fF 4k, HSFs# 41
H3AEZ JE(Nover52001).  Hrh, 5 ¥)Class B!
CEHSFs ] il /b % s I 0 75 I AHA L 77, #00
N T fE 78 24 5 S AL SO /) 1 Ol R 5 HSREE A
(Scharf2:2012). 41, AtHsfB1F1AtHsfB2bi i &
FEHS J5 P 2o 7 rh A i) HSPs (305, AT IE [7)
W 9% 3R AG T A (TkedaZ2011). Class A [ HsfA1
YER ERORFER T, HS1E S e AT N4 Mt I 7%
BRI = 22 TR, B i 45 A HSREE [ )5 31
TF-HJHSE (heat shock response element, 5-AGAAn-
nTTCT-3"), TEHSR¥% 35 2 4y 1 45 7% 0 # E2(Sch-
arf252012). U Frhsfala/b/d/el 55735 1k 26 I H 3
11 J5 it A R A 7K B SR A R, K
2165% 4 HS 75 5 1 1) 5 [K] 52 HsfA 1s i 4% (Liu 5§
2011). HsfAlsH #2145 2 P H ZZHSR A% 5 K]
TR (W55, A5 HsfA2. HsfA7a. HsfBs. DRE-
B24 (dehydration-responsive element binding protein
2A4)~ MBFIC (multiprotein binding factor 1C)%bZI-
P28 (basic leucine zipper 28), HsfA1s[A il i B 4%
B[R 1) 77 NBOE N HSREE R R IA o
EENE R, HsfA252 HsfA1s B 32 15 5, if
A BT HSTA2 TSR 1 88 7y HSREE PR 1) 5 5 7K,
TEAR G B VILEBOE BT 1. KESZHsTA20E
(1) 3= (R e DR 4 K S 0 B s v v, b — SR [ A
T8 7 UK (PTHS I B B 5 2000 5 3 380, nHSA32.
sHSPs (small HSPs) % APX2, i% %655 R s\ A 52 #4
WAL o hsfa2 9% A8 A 32 30 HH 3R A T T4 Bk
DAL 1t HSFA2 45 7 b £ A 40 3R 45 I A Ve b R 45 1) e
(Charng%52007). i (1) /2, HsfA2{Y 5 ixX £ #4d
175 R B Hb 45 2, T HSTA 2R Mt 1) s e A4, T 3
FEAE LB IS 5 W53 (1) (Stief552014) . Ge i i1 77
Mr B, HsfA27E O IZ L R AL A48 55 H3K4 (his-
tone H3 lysine 4) H 54 7 i S0 I 20 2 1 v 2 4E
16 i DL ZE F5 AN FAc 12 By B % 80, T AR
10423 RN (AN HSP70 M HSP101) W ASTFAE 5L (1) 15
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BB AS| RAAY ISR RS IG5 SRS B TR BRI R FORR, Rk i5FHEESAEROSHEL, X

S FAE A 5 —AF 12 5458 & (CaMs) 5 20 4 45 4,

14 )% 18 it % AR 815 1545 (PTMs)i& #2441 HAZ 5,

HsfAIstE A 47wy

HROAERT I mgRE, ARG THEETHERE T AT HSRAR R, R4 45 Fopre-mRNAT
RHMEAHSRY DR A EEA E. % ERGPIENEAFAED AT REARE M SERIATME ik, S29A 5, MM 2k

HHDETESD.

TMi(Lamke%52016). b4, HsfA2 BB H3K27-
me3 % HIEBEREFG (relative early flowering 6)I1 3R
1K FFAREF6 S st i, — 2 L [ Wip i S BLAE ) 1)
AR HLIZ(Liugs2019). HsFA3 R # 52 ONHT
HadiziiEE 7, © SHSPA2ER N TE SRR A4,

X F IR AT 25 R 355 5 /K7 A& % 75 1) (Fried-
rich%:2021). 57— 54l & % B, HsfA2 5 HSP90.1
AR, I B Bl — o Joh 22 il B 0 s 5 A4 B ROF 1
LHHSPOO.1/EHS 5 3 N UL e B &), %5 G
YI4EFF 7 HstA215 S (IsHSPs /K-, M1 4
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i $ 1k (Meiri A Breiman 2009).

FEAEME T, ERF/AP2#: 5% A1 5 Ik i 51 DRE-
B2A 4k FEFEARAR A /K ¥ o — J7 T L 5 Rl 3R 1A
GRF7 (growth regulating factor 7)1 #l] (Kim %% 2012),
7 HHE A SE3Z & FDRIP] (DREB2A-
interacting protein 1)F1DRIP2 45 & i i 26S 2 [
Wil AR 4% A AR (Qin%2008b) . CK1 (casein kinase 1)
R /L DREB2A I 175 5 FLAE IR RLR AR T 1 B A
(Mizoi%§2019). Bt 4h, RCDI (radical-induced cell
death 1)3Z /=il ¥ F% /%, & 5 DREB2A H.4F 3 61 i
25 H F4 58 1% (Vainonen®$2012). DREB2AKE R ik
T B P ot Bk PR 0 ARURR, T I R M R R IR
HH B B8R [ TR A (Sakuma®$2006) . DREB2A 5NF-
YA2 (nuclear factor Y, subunit A2). NF-YB3HINF-
YC10/DPB3-1 (DNA polymerase II subunit B3-1)JE
A S A WS HsfA 355 HSREL IR 1) 22 1% (Sato %5
2014). U4k, DREB2A /][] J5 2 I DREB2C H FL
F15 T HsfA3I BN 383, 7T §E2 5 BIHSRH1(Chen
£42010). DREB2AIP ¥ 538 32 B s FBod A 1
MBFICH) B %1815 . HS¥E SMBFlc )il id il &
TER B A% T, b5 B S5 CTAGAR 7 454 7
VA5 HSRFE A 1) 2235 (SuzukiZ$2011).

HsfA1FIHsfA2 (8 175 31 5% )4 - ONSENTEHS
B R 0%, ONSEN 1) 175 P 5% 2 siRNAs (small
interfering RNAs) 4 4% 1], 75 siRNA ALY & A ik
b3 5 AR (A v, HS AL 3848 ONSENE N\ A 4k A,
1M ONSEN ¥4 N 3 58 1 B i 55 (K (I HS 5 5 /K,
IA G, ONSENW] fig i 45 55 4 5 A Had 12 1 i1k
i FE(Cavrak%52014), =il 18 34 51 FCDNA 5 73,
fLFd 7FHOST (high expression of osmotically repon-
sive genes 1)% [ LLHsFA1/HSPOOIK #6i i1 /7 fe 5E,
‘BIEN BT DNAE S B 7 (WIDNAfi# ig BERECQ2)
FEIRHS T FIDNATR 312 52 58 77 1T $2 i AL 0 P i
M (Han%52020)

2.1.2 NKFFHsTATH03E T

VF 2 AR HSEAL [ s 2 C 2 ki .
2 5% HFNACO197E =y L T 4% % F2 BERCF2 2 i 72
b I OE, AR 3 5 HsfA 1b A HsfA7a %% 52 4 )5
BT 1454 PLIE 2 HSR (Guan%:2014), % —
FINACZEHE 3 [K-FJUB1 (jungbrunnen 1)t 2 55

I~ DREB2AR0E UL IE P #iE (Wus52012)
I IR T AT R G HS RNA-seq /) 7, Li%s
(2019) % BB 7K it 2 FARVE4 (REVEILLE 4)#IIRVES
FEMST T HsfA s FTHSR 5 %% 5% 1 15 81, RVE4/8
B TS FIRERFS3 (ethylene responsive factor 53)
MERF54%FE R AL, Kl —AET PRI fE, ER
TR Bk, SN0 T AV BN SHSRIVER R . It
Ab, Bl AR AH OC 1 3- 1 2 T I 1% it &0 (glyceral-
dehyde-3-phosphate dehydrogenase, GAPC)%2 HS %
SrZAR R, 5 e 5 R FNF-YCI0 B AE I
SRS N SRR R R BT I 5 S R T, AT IE
[ Y A A AR (KimA52020) 3 R L 36 1,
LB FF TFIIS (transcription factor IIS) ] §& 1 WRNA
RA BRI AR B IR 1 K HE D se, TRIISH) L fg
K FEHS N W s H AR 22 I 52 | HSREE A
()% ORI AR B ), AR 2, TFIS K im & Fh
(51 fy [F] 5 52 R #4852 BIHS 5 5, 2B T TFIISTEAHY)
HSRH ) T e A7 57 14 (Szadeczky-Kardoss££2022) .
A BN E AR S E AR R A R
2B )5 Az 9 5 Y H, 5] 2 UPR (unfolded protein re-
sponse). THY)— 7 & WA B EAFEEIKE
TEHIE T, 53— J7 s 2 M A PR A TE R
BUEO, MEMNEOBEE S SHEYE T
4 41 i HE T (programmed cell death, PCD) it 2 (Li
22018). i, MIAEIFE(Oryza glaberrima) v %
B — AR RO ) 3 2L QTL (quantitative trait locus)
TTI (thermo-tolerance 1), ‘B4tz 5 & Az &b
B M 1R1 26S 21 1 Wl AR 1) — a2 M2 2, OgTTI A L
OsTT 1 5 58 1) 25 M £ 1175 [ e 77 17 2 300 o i A b
W9 (Li%52015). [ i UPR HHSFs (WIHsfA2) /) 5
BTG N HSP70%5 HSRE [ 1 31 (Sugio%2009) .
FE N M UPR A, A 5 sk 7 (WIBZIP. NAC
s IR 1) Iy i A W A (0 (Lin%$2020). HSHA
K E R S B E 5 A o P )RR R I BiP3
(binding protein 3)45 &, MRS U 2 75 P i Y 1)
bZIP17MIbZIP28 %% 53¢ [K -1 I 4 7% | va IR H AR, £E I
HLbZIP17/284% S2P (site-2 proteasome) 89 1] fin T,
B 5 N 0 A T 7 ) e B Bl i O 5 RS S
HSP70/90% #1585 [K ¥) 3214 (Che £52010; Liu%52007b,
c)o IEAb, WFIM EALAIIRE] (inositol-requiring en-




764 TP A B 244 www.plant-physiology.com

zyme )R & & WS I X BZIP60I)mRNA 1
ATBYY), AT B A — AN 5 85 B I bZIP60
T, B A EbZIP60 N A% LOE i R K 3R 1k
(DengZ:2011). SURG I I AR ZK R i A BAG [B-cell
lymphoma2 (Bcl-2)-associated athanogene]7E IEHS
FEALT RN, B 5 BiP24L [F 45 A bZIP28 LA
HOE M, HS# S BAGI{SUMO (small ubiquitin-re-
lated modifier) b 3+ 28 35t £x [ 7K fif g o AN o Y 2
2, Bl S E S S K WRKY29 B4 LA
VAITHS 5 F BN T UPR (Li%$2017).

PpE T, AR AR ROKEROS,
I HE UPR 3 3o R I 28 26 57 3 JSE (stress granules,
SGs) BB U AT 15 5 B4 A% 1 5 SR LA 4ERF L &
£ F (Zhang%$2022b) . IH-ZEPRPSIINT i A UK,
/N AR R A YwbS JE R HSP2 I{EHS T 52 | HsfA2
115, B 78 &K FLHSP2 13k BE A% 4 GUNS A i 1) J5
RISATAE S0, 7T I B AS A PSITZ O
DURSE YA VR (Chen®52017), AL, 42 B ) (vitamin
E) 72 I S 4 r (1) I 20 R 6 B P i ¥ P e 28 A 57D,
HSi% 545 & My 17 42 AT 2 ZPAP (3'-phosphoad-
enosine 5'-phosphate) )1 22, PAPfE % 1 il A2 iR 41+
PIBFXRN A S (1 BT A microRNA (miRNA)F#fi#, 5
22 5 FmiR398F7 2 M T 1E [m) i #2 3R 15 it #4%: (Fang
£2019). W, FUARSEPHAT AT (5 S AE R DI A
rRPy s HE R A

HS T (R0 B 42 AR AR 50 5 e s i 478 B 2%
W E A AN, TXTHSS]E R & H AR,
o iy — 7 T S8 A O & 1) 4 AR AR DA B IR
P18 BOH BRI Le B [, — T 1 PR A 5 O 1 L
B RS A Y DA BT BE 2 AR It R A, R
SRR 7 2H 73 ¥4 14E NP/IMAk (processing bodies) B K
FSGs il [ i 5B THSZ5 R Ja BRI R . 304
rh, HS 51t R ) 52 2 2 R 0 d . i, B
PR AR TS R OB 20 4 BB UR R 1--4F (eukary-
otic initiation factor-4F, elF4F) & FAEHS | | vJ 1
ot R A A2 1 A K 5 X A 9T 41 18 (Holcik AT Sonen-
berg 2005). AR A2, X PRI PRSI B,
HS 17 5 77 A2 1) % S A e 6 Jk S HS T 1) 30 B4 ],
WHSP70 mRNA5'-UTR & H W B Z% E A3 A AL
/i (internal ribosome entry site, IRES), 1% 45 #4) i H

ANHRASE T 5 1 45 4 T 2R AT R s P (Rubtsova 56
2003), Y H, XRN4 5 LARPI B 4E LA 5 H 1
HS N mRNA [, M8 72 88 P 2 L3S B Al
Yo # (Merret552013). % HSHHPE I 2 5 87 H AR
5E VE BIRIE T 9 R TS AL AT SR LB R A
2.2 EYERMEBESHESER

2.2.1 HSPsxfHsfA1HY A

% [ S HSFAEHSR 7 i) B ZE M A7, BIF 72 i 3
1o 1 % HSF {3 A8 47 T30 fif HH HSR 2+ 73 % B 1
VAT SSHSFRIWT 5T W, HSF1/252 3] [ AR 65
RNA. RNAF BT, SERMARA . W4 E fir
N B APTMs % 2 2 IR FE 4 5. 5140, GSK3p
(glycogen synthase kinase 3 beta). CK2 1 MAPKs
(mitogen-activated protein kinases) % % HSF 14 [7]
(AL U R A I 53 T A JZEHSF D o fige R0 o1 v
P (Gomez-Pastor%5$2018), HSF17E 1 ¥ 414 N ANIG
K, HSP70/9046F-AR 81 5 JL B BB & 4 4 ) L
Die. HSHEARMBEAMR, FE TP E
HSP70/904% &, 5 SUHSF 1 (Al B O & A: 0 R
EEPTMs, AT ZE SRAL Oy B e 3 1 ) = 3R A
FEREN B0 M AZ v, A2 B A s S R
T 454 FIHSE | DL 5 HSRIE [ (1) %15 . HSFAE
AT J5 R A2 A EEPTMs B [ i 5l B &
J T HSP70/90 45 25 1) Js2 45 400 1) 4 2y i (Kmiecik 11
Mayer 2021).

TR B 22 A4 3 B, SR L AT REAFAE
TV . MY HsTA1s SHSFIEZ ) E+20 4
oL, A EAT SE 2 A, A [FJMEAY AT 2 A [F] U HSR
BT 5. AT Coi Rz E AL AT S i AE 5 R A
TR HonT e R B E A RS R 5T B & Drfe
(Scharf%$2012), 5L I, #lpSFHsfAla, HsfAlb
HIHsFA1dZ [8) W] DAAHEAE S, T H il &0 20 ek 3
7 HsfA1s 130 41 ffd %€ £7 (Yoshida%52011) . s 1)
HF 9T & B0, HsfA2 FIHSFA3 A] fiE 5 HsfA1s )z HsfA7a
S HARIFR 2 R E A 5 Al 12 S #E (Fried-
richZ£2021). ¥y, HSF1 5 HSF2 1] PLIE AN [H]
SR S Yt = SRR S0 AN [F) A 858 P 3 47 v A2
(42 ThaE, HSHNHIHSF2/ 7K 7 M i 45 7 HSF =
B8R % ] (Akerfelt252010), H14)F1HSFs
Fe 75 2 NN A [F) 12 B2 T HS T T BCRT 22 1) 22 58
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A&, AT R 428 T Ui AS [R] (1) 5 8- 422 kA, v
HSP70 FTHSP9O0 43 il i i 411 | HsfA 1 ) DNA 45 &
AR HsFA2 AN HSB i 2 1 = A5 5 2 105 5K,
TE R 38 J 52 3t A2 A i 45 A [R] ) HSR: X (Hahn
2:2011). #lFg7rH, Ohama’%:(2016) & HLHSP70/90
iHit 45 5 HsFA1dRYTDR (temperature-dependent re-
pression) £ A4 A HsFA 1A R 5 12, SR 1T AE R AR 4
rhd R IA B = TDR 45 1) 45 [ HsFA 1d 475 AN BE 56 42 1
JEHSR, PRt EE VB IR AG SF PTM st ] g A2 U5 Hs-
fALsPT b 0. AR FIR F E B FOUEYs & 72 R
AR JoE Ak BT A B R A5 B, (AT DLHEIN 25 4 gk
AR ST HTHSFSFEAN R P A o i i P AL 2 1% B A
AR KR AHAME .
2.2.2 HSIESHCa " E 8 SRR

HSEAIGI L T SRR s 58, i i Ca
R TRy, X AN IR AT R A2 HH 45 8 1 CNGCs
(cyclic nucleotide gated calcium channels)#% i [,
CNGC2/4/6/16 C.2: i ) iE 2 5 FIHSR 1, Jit i it
)T R 8 e A TR A SO 1 7 AT T IX
4 18 18 (Finka%$2012; Gao%5:2012; Tunc-Ozdemir
2:2013), HSIE A LAZh 51 M P45 P R F2 T J5 Ca™
W E . HSALFE3 minPd, H9/FIP3 (inositol 1,4,5-tri-
phosphate) {3 & st i 22 0648, 1P33E— Dk
A AIP6, T 1 S 41 4T ¥ Ca® . PLC3 (pho-
sphoinositide-specific phospholipase C3) #1PLC9 % 5
IP3A2EW & B, ple3FIple9 55825 AR o U RAZ AR )
FEIH B X I AR R B (Gaos82014), SRTM, H |l
W ARAER Y R B STP64E & ICa™ MiE & A .

CaM3 (calmodulin 3)i# it B 245 & Ca® 1E NiE
SHEEE, [ G AT gl L 5 CBK3 (CaM-binding pro-
tein kinase 3)FIPP7 H{F [ i &% HS{5 5. CBK3
TR A HsTA la AT 386 558 )5 & (1 JR B T 45 &g 70, 1
[F1) P 45 TR TR APE (LinZE2008) . PP7/& —Ff42/75
AR BE TR, pp7 R AL Bk BRI, PPT [R5
CaM3 J¢HsfAla BLAE, W] RefE AR AU E HBHS (S
(Liu%§2007a). UbAh, S AR EFCDC2a iR
HEHsfA 1aJf 4| HEDNA 5 &5 7% 1% (Reind1 55 1997) .
5T T R B 1) — AN =R AH R QTL, TT2 (THEROMO-
TOLERANCE 2), J.4fty— NG HyIL&, TT2155
BB R R AR T 7 i ™ 5 22 R 5T Ok B A D,

M3 5 7 KR #AE; J0E—2B I 7R B, %
sk T-SCT1 (sensing Ca”" transcription factor 1)
Ca®'/CaM 45 £ W $0 ] w5 3 065 J53 040 45 iz, 1 4
P HICa R R P TT2H0 0, % 5 28 048 T R Pk 0
JR & B (Kan%62022) . HGE RN 2, Ca¥ B A
FA LLE 2 FHIHSR, 10 @ i A7 2R BE 8 15 5 cam3
RAGAR I HSRIE K], W5 745 )40 M A7 E 5 53 41
THS A S/ Ca’ (555 5 SR 1%(Zhang%52009) .
2.2.3 HSIESRROSIESHEFIRE

ST R 22 B0 S R A 1Y, HS 2 3 B i
I M 5 2 A AL S B R, T IR TR I Rk e 2K
bR, B S B AL R A T K= IFROS .
H,O,fF A AFaE FIROS A T, 782415 5 4 T1kid
HS1E 5 2i% A 715 S PUEA T & B B BRI &
FIROS. # it v] DL 55 i i 157 [ NADPH
A4k [7] 2 RBOHB FIRBOHD % 4:ROS. ROS
e T —2 A (nitric oxide, NO)HIFH &, MiNOSE
N HE 5 4 T B0E CaM3 5 4 ROSTE 515 13 1%
P (Wang$2014) . HSREWS 175 T 2R RNO I P £ 2,
FEUL—FpFz e 197 7 IE XGSNO (S-nitrosoglutathi-
one) i i 4 5 o) ] FAME AR AL 1B S 5, GSNOSY
S5 5 K F-GT-1 1) S- 0 A 254K (S-nitrosylation) M T
PO HsfA 225 3L K DL S HS (He252022). 4R11, 5%
TROSAE 5 FL AR 2 W far 45 BN I 36 40 e s 428
ISR AR o

KA [ 5B 500 L3R B, HS 15 :MAPK 6
Pl V75 14 38 5 AT A AR [ PCD, 1] HROSF=2E
Jf J55 Ca™ % FBE 184 410 % CaM3 1) 5 55 5 5: 35 AMAPK 6
WOE I E AR (Li%2012), HhAN, EiE S IOE
FIMAPK3/6 7% 2 4 HstA2 Fl HstA4a 3 43 1) 1 422
% 58 7 AL 5 75 1 (Evrard2£2013; Pérez-Salamo%s
2014), [ 5 I FE4R0E 3R B AMUEMAPK3/6, MA-
PK4 1 ¢ % s 1% 14 HsfA4a I 1 #25 Ho 4y 7 WA HLAE
FH, HsfA4a )3 22325 8t yel /> S8 A4 7 38 S A ) i
PE(Andrasi®E2019). SRT, LR & I+ 1 mpk6
AR = FAE At [R5 5 (R SIMPK T I RNAI
AR R I g #4PE 3 51 (Li%52012; Ding%52018),
HMAPK Y BRAE 5 fEHS R (M D RE b A Ry itk —
. EAEFEREIZ, B AKCEIROSK 4 i
A E, (BARKF FIROSTE P 15 A W 3845 i ik o e




766 TP A B 244 www.plant-physiology.com

% Ve . fErbohb. rbohd ¥ A& K rbohb/d
KFEAZAR 1) i AMAH, 0,7 A A, eI 52 HS
75 W HSP17.7 MIHSP21 1) 315 52 1, 415 it
H,O, U 38 0 7 FE47 i i 4 M (Wang 552014) . i 5%
HS T A R H 2 B A R OS 7K - B AH B Y 1
FTHLTHe o i A el R AT LA R DA e v e
BRMELR.
2.3 BN R SR B B RIS R AR

FEWEAL A7 R T AT miRNAZE #4734 3 5
MR B AEEEN. HSERAEA L
Tk A F0 PR 64k 84, EHHSFA 5 1 e £ )57 25 98 o A
T HSJE W3R B AL oW, 1% P 45 B 76 A= 4
FEARSF I . HsFA2/A3 T I 2H 8 1 H Bk 1 428 T
LEARE. AT R I R (A H3K4 H 55
i SDG25MIATX 14 S H3K4me3, M i % 443 Ak
52 A o HSR B[R] (1) 3234 ik 2] # £ A A (Song 55
2021). M4k, HS T3 4H & H {8 ASF1 (anti-silenc-
ing function V)3 BIHSRE R Gt i b, T4
N[ 22 B A BEHKS6 2. WAk, AT 380 Hisfd 2
FIHSA3 23 1E [7) i 2 FE W) i HPE (Weng%62014) .
miRNA 4 )72 ik 16 2 5 2 Y HSRF . U
FFmiR398 7E HS 1 [A] 4171 il ROS i/ Bk g 11 7= A= 1 45
ROSHH 2, A ik 0% HsfA 1T 38 88 1 #4041k
MmiR398 ¥ F ik ZHsfA1sfi% S, WIMTERR T —
/MHS IF ] 6% 1 (Guan%$2013), miR 1564 [ SPL
(squamosa-promoter binding protein-like), 1 SPL
VHSRILPH [ 23, miR156 K L 4E 5 T HS1R 5 Wy
B HsfA2 e HSPs% s R IE 7K, HAE#GEAZ kK
FEIE A2 T BE(Stief252014) . L 4F, SZHS
SHIHTTI (TASI target 1)FIHTT2#; TAS1 (trans-
acting siRNA precursor 1)fi74= /N T HLRNAHE 1],
HTTI#HsfAlalos, JAFE NHsp70-145 &) (1) 4
B A 1E () T AR A P (Li%52014)
2.4 SiRmMEs|IETI S YIEE

R A S T pre-mRNA [ 7] 4% 55 7] (alter-
native splicing, AS), ASTE N —Fh % 3¢ J5 15 1 AL il
H BHAE ) B E H e S HS o 3% 85 38 R pre-mRNA
ASTEA R A R RS, ERERRIRZ, 3
K 2 HU AS Y Oy A 8 7 Bk BX (exon skipping,
ES), T4 W 9 N &5 10/ B (intron retention, IR)

(Ling%52021). sh¥h, i 58 2 b+ $ pre-mR-
NA KBTI R I SR, XA — M B alift) HHS
T8 IR e S AT AT A, TR — B AR AR v 8 () % i
J& A ML (ShinZ52004) . =i e T, YKL
ASIIRER 2 5, XA AN R AR AL S i
TR, AR R AR A 2R A G b i [R] (Jiang 552017) . #H
KW 7R, G 45 HSFs. DREB2B } HSPs%% 5 %
HSRIELR G A EHS T % 4EAS (Chang52014;
Ling%:2018). #lig 7+, HS% S HsfA2 I AS H- Y
BER = A A, AN TR A f Lo it A2 v I Y
FURR AR Ak, SR 2 i 5 5 HsfA2-TITAH 22 3
B N — Fh a5 T () W7 29 (S-HsfA2), 1% VB A] DL L
P 5 HsfA2 (0 J5 8 1 45 4, 3E T UK HsfA2 (80
(Liu%%2013). HIFERMZ, HSIE FIASLT 5
R R ZIFE A . BN, M4l 2 SRR
HS BT A2 1) & TH SN, HsfA7. HsfB2A N HSP21
SRR A e A T AN R AS Y (Ling552018).
SRHS T G R EFEHMAS, (HH K ZH 1 55
TRIBER AT 2k, DR T 2 B E SR SR E 1%
KASERBBAENZE L

SR (serine/arginine-rich) & [ /& — ZE#E AL IR 55
FIASIH o LEFIF, SREFEMISA IR =L T
KRELIISANHE AR, RV R S ia ¥ RE 6 15 5 SR
(L AR AL, Hoh, AR (5 S N o
Z (Palusa®52007). M4k, HSIE S ESRIGE A &,
SR H il i /) Fpre-mRNA I ASKUAE 1 B3 74,
MR 1 2 A ThaE. &6 LR Ra e 1, & i
FEREPIAIHSR (Ling%$2021). EAFER A, SREE
FITEAE Y20 P o v BB A 1. il hn, SRASTE IE
G DLR S/ NBUREIR 3450 b 43 A 7E 41 g A% P, HS
VP H IR A ORI BE £, T Tl R R 5 e
11750 43 S0 00 1) R0 AR 3 12 BE A 1 77 2B (AL %6 2003).
IXLESRER [ HE TR BE 55 T LT T 1. e Ah,
AR B, SREE A B AR S U 7 H A&
18] (4 AH ELAE Y, AT 5% 1 B 22 4 2H 2% Al pre-mR-
NABTHEAT A (Ca0%1997). (K, R75H -
Tl 25 19 3850 A 0% i S HS I3 5 - VK 9 8 (lig-
uid-liquid phase separation, LLPS)%% /5 {5 SR & [
SRAE BT B 5 1, 3 ok T 38 TR A SR AR AR b 1
TTAS? BT AR, R IT R I R I CYPIS-1
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7 [7] 16 1R Bg PP2A B/ 5 By 4246 52 5 W) 4H /) PR-
P18alfy WAk, MM 58 BCHS T OR B N 75 11
A U] DURR R e S #4 P 18 (Jo%52022) o = HI SR L,
TEADAE =i B ASHE FUAEX B, TR 21K
IR .
2.5 EMHESESRMEEE

Z P PR AR AR e ST HS 32 5 ) i
. SEE T, ABAAYI& RGBS 5 5 T
IR AR R R H I HR I B2 40, Dl R T 3 PRI
(Hsieh%52013). ABAT] LLif5 5 HsfA6b I 5 i,
HsfA6b EL#% 5 DREB2AN JA 2l 45 & 3 i H R IA,
I e 1 A # (HuangZ52016) . 48 7+,
— Xt Ih e TU A W 5 K- SPL1FISPL12% 5 PYR/
PYLA\ 3 (I ABA(E 5 3 #% 1 1F [7) 1 75 16 757 i #4012k,
TEABA G R AL MR aba2-1 it Rk SPLIF 73 Kk 52
T LR A BB, T LE pyls SEAR R AN BE K R
(Chao%§2017). ZRALLM), HEYE N KR (salicylic
acid, SA). K #] & (jasmonic acid, JA) Fll £, /7 (eth-
ylene, ET) & &4 %2 3 /5 iR 15 T I EHSR #3035
HE O, T, SNEMeJATRAL BRI RS TR T |
VBT A BT 1 1 5 #AE (Clarke5$2009) . JA
(A& BCEAE 5 RAZAR, Wijar] Mcoil () B il iy
A L3 AR, RHIA(S 5 7EAE Y HSR I B A 1) 5
BL/EH (Monte%52020). % 5 A WRK-Y39 IE 1] i
TISARIIA(E T IEM 2 [AIFEAF, i1 NFPRIFIMB-
FIcli3iA, M IE [ 1A it #4E (Li552010)

T B AE 0T AR ) 53— A B RS e 2 A R A
H K, hSE R g (brassinosteroids, BRs) A GE7E 1%1d
FEFRRIEEEAER . HIE R KB, BES1#HS
PO L BERR L S, ZFE AT BR, A2
Iy M ABAE 5B/ S . BES1E B 5HSP70/90
Ja 8+ ERTHSEZS & HB0E 548 4% 5%, iHsfALs
PRI T X R 7 1 (Albertos252022) . Hi kAl W,
HsfA1s¥ 4 THSE S 1 Ca”" . ROSVL M MWk &
G, BRI R T 2Rl IS S R E N
HSRHEERFRIXL

3 EMIA A SR ME

i o — M B 5 T R A ) £
Py, IX YL UL A AT LA BT AR 1) 2

#%(heat sensors). [, 4 7 WFFCHE A G ] B =L,
AT E Jo 75 B PRS2 2R AT VG E L Vuss
(2019)4& T FE Py Fvsk sz 28 BB 4% (1) 264 (1) il
A DA 1 5O R (L 25 48 B TR ), (2)3X
SO RV ) SR K S IR 5 A R n) T A i a2
WAL (3) A iR R N B ) RE N 51 R R AN v iR
i A B BRI AEk, AR R A O
WAL AR T LA BRI A B iR 2 2%, 3
53 el B 5O e s F phy B PE R R E A
P20 7y ELF3(FLLPS, 4 T 0 A% 38 & iR A5
5 (JungZ52016, 2020; Legris2£2016). 2R 1M, 24 i
JE£ T v 380 3 7K YA I, R A e SRR R B ) T HS A
AL R TR ATE R

it 1, BN T 4ERRm BN, wT LARE R AN [F]
{100k 52 26 A AR 75 G R I 1R 2L il 55 I i 1 M
% PP b 3 3 SSORE ) o U B M T 5, R AE T
HRE T AR S Ca” Py it A HSR, 145 i i F
5 79 S R A ) T Ca®™ PN I D HSREE TR 0k
(Saidi%$2009). AL, B s E for (1) 15 30 18 & AT RE
T 3 R R R R BN P AR A T R R W BB S . 5
— J7 M, %15 5 PIPK (phosphatidylinositolphos-
phate kinase)&& [JPUEBE, T 5 208 IR R S5 PIP,
(phosphatidylinositol 4,5-bisphosphate) )R &, 5%
FEIP3 (VIR AR, 21y T LAY Zh L A £5 )% 175 S HSR (Tang
£52007)o 13X Fofrmeg AL ) HE R, 7R b
A REAEIEAE SR RUBZ 48 . JRIT, H ATRe 7 145 08
T8 [ 52 48 BUKG E 5 15 188 BIPIPK (1) & (A 7 72 AR i
Mo B ZE AT 5 (Bacillus subtilis), DesK-DesR
KULH 73 Y15 R G N N 2 B4 e B I 2 2%, iR
B 51 BB M AR B2 048 T DesK 5 B4 1)
R, Af FLAE T/ ol R i 1 A b D3, g R
JiE DesR R 0T /A7 i) R U 15 4% N g I 1R 2% e A il
(des) 1% 55, B 2R 15 JoT 5 (%) IR U7 T2 b A0 5 oK o
N L AR 4K (CybulskiZb2015; Inda252014). #4547,
f i ] B B 1 2 A AR B A 5, Bl
U B B EE PR RS 5 1) AR A, A
R (microdomains) 1y — R 45 14 1% 4% T Ml
[ e N N =g = D& i = g S N A
RS I (TR i ) 32 8 A ERSEDN /Sy
SR R AIE (Jaillais F1Ott 2020), 7] BAFEN, J5i i




768 TP A B 244 www.plant-physiology.com

SENL IR, BFEESIEIE ., K2R L NGE
&, AR E AR Z B K AE DI RE .

PSIE BEAE P S SGs I 20 2%, AU 5 1E A i
25 R B 4 B % N (Hayes 55 2021), SGs 2 &5 47
RNAZS /9 58 8 (1. HSPs L L/ o AR 4 2%
Moy, BOFEIBEFT I, A RNAS & EE A
JotIvs B A 45 M) 48 (prion-like domain, PrLD), PrLDX}
T R A LLPS /& -+ 43 55 L ] (Chodasiewicz%52020) .
B4k, #SGs 4l 5r RBGD2/4 3 i Fi% & IR B 41l (Tyr
residue array) N H 8 1T & AELLPS, ¥ 1F [m] 8 2
HiHSR (Zhu%52022). i sh 4 w58 & I,
— LU TE A 1 PTMs (2 BEHSF 141 55 5 s 241 73
A SR 2> B, AT R R s B SR R, B S
HSP70 %1 8 #HSF1 HILLPS, J% %83 HSR (Zhang
£2022a). FEA AT RE W AFEALRIBGEBLE] . 2
Ah, ARV B RS E 2 AR OR, iRt e DL

SUNE B A5 R, R T E B AR U o A HOR
(4NLiP-MS) R HE J9 B4 FA R 52 25 1) R 3N R A1 B 2
242 (Leuenberger?$2017).

4 RESRE

SRR B SR AR RE IR PR A T IR B R,
B R . A RN RS S
DAL IR 3 3 AL S i 97 ) 2 ) 7 ) T
K2 1O . TR, B FA TS A
fB2E. T SEMLSE R AYE B ETFBONIX
NIRRT 2 ENARER. $TaE
W S, FRATIEA SR I B 7 9 2 8
IR . RME R R R S e S, fR T
AR 5K e UL ol A X 30 () Pk 2 L A 2 R A
SRR, I DAHSTA T AR IR 1) 32 B S 45 1%
CASGAR S [ R P AT 7 i gh . SR, s iE
VERN—A L TF IR AT, A K5 B
JE B R M AL 215 7 AR T R T UK
th—ff.

AV T B A iR A 2T R
YRR ) (1) T T v L, AT 42 ] T b i
LR 5 10 iR 28 B B R AT A2 ()R AN e 4y
I VR 41 A s DL IR AR KRR A
JBE T2 (3)A% 0o SR IRl - HsTA 1s 58 %2 ) S AL il

FEAT A, 155 AN 25152 (4) B i 25 15y
M pre-mRNA [ 7] 48 87 §] K&t mRNA [ # 3d #2, 3
BRI A2 G)BRA T, RS E
T AN R S E S v FE AR R, R A ey v
HIRIET AT 4 1E? (6) M A A B AR KA =
ik 5 UK T AH G A TR D, B X B ) B
IS 25 LA B 5 RT3 9 VR P B il 3G 7 A H TR
(N G618 G AT % 1 18 A% 2 T B SR Y i B ey
T 38 1 32 QTR A AEY) B Fh o4k 85 25 R .
MUE R E L R T EAR TR B 4d S
EN B HFZE RN RERH, ¥ AEZH
T 1) 28 22 R BRA TV T2 A0 1) 6 B, [N 9 £
TP 2 R AR Is R A E E  BARR .
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