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wWet, tRIA
K2 G R 2 %, (ERIMEE R 5 o B B M9, R 475004

WE UGB A TR, R RS BRI R, ol KA R T E Rk BB Ry
P AT 8 A% B T AL, T A A T A PR i 52 A S5 TR TSR AR A R RE 0, DARA R 2 AR B AR AR 5B A
&, BORIG 9 TR A A ANEATRE o M LA B AAME DL RN S BB SRS AL, T H AR A
Hh A L P B A SE BRI o AR Bl A AR AR AR B BV I (0 A BRI L, G AN SR SR AL, AR B AT A
UEFRRID A EEAE, BRI AL HER IS AT . BRMETT, SEIR IR AR R SR AR, 1 R KRR 545
SRR LB LML OIRG 4, MY AR R T et R . % SCIRBT A ) A A B P AR AL
FOPIR, VR T I st e, et T AR VRV AL B Al ORI [B) R B AR T AR SR W, A R DR AR AR A U A R A i)
AR T AT N BB AT 5

XA BV, T HHE, EEEAME, EEEME, L E R

W, #R/AZ (2024). RN EDBTEAO AR P o RO A ERARIR IS FEA) 4R 59, 635-650.

EW)%d (circadian clock) & 4 [T il HL 18 K )
B R, AT R I A IR M L AT 38 A% B (time-
keeping)tLifil, fE4:1K. K& a5, EEMEHR
1k B AR S5 A= i U 50 5 8 S0 AR AR B0 B IR - DR R
[A 2> (Greenham and McClung, 2015; Xu et al.,
2022b). AV T AR A A T “ AR (fR
i [F 2% 35 Jurgen Aschofffl]i& “Zeitgeber” —id], i
HET “time giver/Bf[Al4s T# 7, RSN R EIAE(G
5, WERR L R IR RS IR ) AR A DL R
VBRSNS R SRR A I R
(gating)i# 2 A FLAE AL IEAE, MOKIYSR YR EE
iGN BE J1(Sanchez and Kay, 2016; Zif£%%, 2018;
Xu et al., 2022a). 20234, P2 FIPlant Cellst
XA BR S AR ASIESE 1154 i Asp A e () R} 2 ) A,
AR A el T4 RE AR AR P b i e
Ni(Verslues et al., 2023). fEYI7EAHLEH .
LA 73755 2 AN R TR R A I H AT S 2 %)
FHRBIZE AR, QR h/ 25/ R S5 4 21
E R EA S TR R OB AR I

Woke H #9: 2023-10-07; #2252 H #1: 2024-03-05

AEIS[A] S iy 2 2 DL SR %o Pl AL P Wi S8R 470 42 555
LR PR B RIT & ek izs). 5
AN E AR BT AE, FERI R . A
BT AR S e A A . R I BRI R I A A AR
5 R 40 i % b Ca®t 5 Mg®t & I 4R 7 B B

N/Fe/Mg 45 & 7 70 & I 19 A MR RO 55 % 12 DA RO ok
R Fa & (homeostasis)2s . IT4EK, TEVEYH T
FUBURE S 1AV B AR TS 2 RER 2R, it d
R AFEE NV AR AR Ba s,
URAE AR = P R0 A 7 ot T 5, PR B 00 5 5 7= = (AR )
) S JFUE VDA SR AR o e ) S £E /)N 22 (Triticum
aestivum). K7 (Hordeum vulgare). 1K (Zea mays)
MK 5(Glycine max)%s 2 Fi s 2B b, K€ IF48
71N HH AR B A o i DRI AE 51 0 A H R AR G B R Y
TER, eIl t B4 B8 H AT 5 (Steed et al., 2021).

1 EMEMHRGRE M E RS

I 55 L 0 o TF) A 47 5 A3 D R 2 0 T R T 98 N 25 1)
AWHRN, ZEARIEXED) T & i (circadian system)[t]
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3 o —4 N i 42 (input pathways). 1% 0 R
Pian(core oscillators)Fl# ! i& 4% (output pathways),
W HLE RN RIZE D INER I 8% . 25 N1k, RIET
1 ALY I+ (Arabidopsis thaliana)y 3= Z A1k
WEFCRAR, B T RO e 35 B A e TAERLAY
IR A A A e T R R E AT S R R I3 (1)
Vo R IR ARG AN, G20 e A SR A A R T [ B
AUHERRE SL5EY, (2) W RSEZELY K,
W5l 1 2 e AU R SN RS 5 AR s XUt
Fo, WELHEZ W EUR; (3) 5 E A AL s YIAH
be, WAV RS e 2 K H 5 S S5 R ZHEIR
YRR 5 A, TAEBAE 71 /K-F EA N 72
. HIEFA1L.

1.1 BliR%H=

W JUAESR, JE I tH S5 Bl A 1 22 AH SR 7 A1 A A
WR4% 71, R A e I O IR B 1 4 P AL H 88 58
o U H T BN > T8 B % ORI 3 5 R 1
R 24 (1 X 4%, B B K b 1) 22 B 5 S -B %
T4 % (transcriptional-translational feedback loops,
TTFLS) AR & AP TARRE A B A% O A A o AR A
Wb 5 IR e SR AR U HH B A A7 (phase), 4= 9Bk 4
43 A K EKR 2 o~ H R TH (8] R34 2 K] (morning-pha-
sed genes) Ll S 45 M/ 1 ] % 15 2k [K] (evening-phased
genes) % 25 . H [A] 3 1A 5 K 3= % £ $5 CCAL (ClI-
RCADIAN CLOCK-ASSOCIATED 1) H 7] ¥ % [l
LHY (LATE ELONGATED HYPOCOTYL) (Wang and
Tobin, 1998; Schaffer et al., 1998) X [i]—MYBI. 5 ji%
i 71 RVE4/RVEG/RVES (REVEILLE4/6/8) (Hsu et
al., 2013). B4k, A5 LR A 53 TAEE
RS E A ARIEELNKL/2 (NIGHT LIGHT-INDU-
CIBLE AND CLOCK-REGULATED1/2) (Xie et al.,
2014 B IR R R AL FEAT A1) Th g I 34N 5 e %
KR AR R R A B A R LUX-ELF3-ELF44H < 5L [A]
LUX (ARRHYTHMO/PHYTOCLOCK1). ELF3 (EA-
RLY FLOWERING3)#IELF4 (EARLY FLOWERING4)
(Nusinow et al., 2011), PLRRIEMRHEER I TCP-
LWD R [A) % 5% 52 & A AH R F ILWD1/2 (LIGHT-RE-
GULATED WD1)FITCP20/22 (TEOSINTE BRANC-
HED 1-CYCLOIDEA-PCF20/22) (Wu et al., 2016).

B LRl oAb, A AZ O AL I B S R S A

fJPRRs ] % # 3 & & 1k, PRRs (PSEUDO-RES-
PONSE REGULATORS) X Ji& 1] 5 A~ & 51 4 A N
PRR9.PRR7.PRR5.PRR3fITOC1/PRR1 (TIMING
OF CAB EXPRESSION1), ik fEs &= G:
g, [EIFEAN I A4, B HEPRRILEZE(PRR quin-
tet) 1 I (Mizuno and Nakamichi, 2005). % LFrig,
AN AR IA (R e 40 0 ¥ R T 2 BT TFLs, 7E4E
Fr AW BRE RAT 24 /N 5 A o R R O

I 2 ETTFLs AR I ik, nG A8+
FEAL S N6 . 5142 CCAT/LHY-TOC, %%
PR TR B R R S E B2 WA, Wi
A -FHA B, 5522 CCA1/LHY-PRRO/7 Rk,
J5& AT 1) (1A i TE A WO )- 0 ) S PR R B 3
RVE4/6/8 & LNKs-PRR5/TOC1, #4) B i i -l 2
B 5 4 & LWDs/TCPs-CCA1 A1 LWD/TCPs-
PRRO/5/TOCASEHE, 4R IIG-? S I B (2R R B FF
B — B B R %), 285 /2& LUX/ELF3/ELF4-
CCA1/LHY FILUX/ELF3/ELF4-RVE4/6/8 1, 435
Ay A0 o) -1 ) % 400 1) - A e U A %5 2R 642 PRRs/
BBXs-CCA1#IPRRs/TPL (TOPLESS)-CCA1 5,
P A -FO R o IR AR W A e B A IR TE 4 HE
U H AR AR AR Y [F S, R
Yt ) s A K R R DR 1 A T A R A, AR R
AR ARG T KT (0 AR A S S TEIE 4 TR B ak
SRV, B B g AR A R B R S AR A g Bkt
REE 5 PEUR I 7 oK o K AR Bl I 2 I 28 B AL AN
E PR AR, T HL AR S o R R A B B
I H AR B A A A TR T, AT E SR 2
PRAE A SR AR M A 7= i g B T 4 £ 7 P T

1.2 WMANRESREET

W TP NI4T, 87 Hh PR i S A AR 858 D] 1
JE S AR AR 1 AR T I B AR (BT T AR e 1 DA B R]
PR, 03 AR P PR A S5 0 M bl L L AN AR
(A 5 AN S5 )RR B A2 Wt 9 B 22 (1) R R4 B R 1
(Gil and Park, 2019; Sanchez et al., 2020), #iAA
SV EY B A T2 BOE R R T ANER L D/
ROV AR A R i E TR B AR AR, X
2 “Zeitgebers——Z I K17 —ia (& o HBAF,
AR AR It 22 ) B 1 B/ 80 77 DL SR BE AR
5 AR AR Bl K #EAE H (Gutiérrez et al., 2008;
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Haydon et al., 2013; Mwimba et al., 2018).

5 AR I s 2 MHE S 5, B AEAEY)
B (N5 K BREL R REA TN )
AP G (A« B R TR, %
AR HE, RUMEY M L RS E O RS,
Y5 AWM 4l M (Xu et al.,, 2022a). LA,
HE 40 P9 FR 5 o 1) i 7% 1% (abscisic acid, ABA) i 3%
% Hi B% (brassinosteroids, BRs)% N EI R, HEFIE
P4 (reactive oxygen species, ROS)ZACEIF=#h
XFIE H A L A A BRI A 2 2 50 (Zhou et
al., 2015; Frank et al., 2018). &2, AMEhiEil#

R 6SE: Y E YA A o R R ERARRR IR 637

U, BORSE s 1 I A A B RE D (A, B).

1.3 HWHEESXBRZMRFE

A e B o 5 A R G Y T T HL R R R ) B R
FvERIR, B IR R AR T N i 2 A
R, H BT A et a4 UL e AR A= b
PSR 47 RO RIE T U0 N J 2 5 AN B, A8 AR 2
T ZARTFI TR . ALV Bh i g AR T ST 2 I
Tk — R UM MR Y R TR 4 e 2
B EERAEM AT, RN R 2 RIEE
Wk i 2 5 B ER ZVRI0 AT, I RN
FIRT S i IR 00 2 B 5T 7 T A RO 1A

IR A LN SRR BT T, TIN5 ) B

B, EAEKKEMPESRE TS EAEME  KJFEREL RIS AR sE, B,

A BLBENET  HEENET
EotHEZ M. M VA RF M VERE M S
eI HY
CHARES SR OWE @WHNE @TF @ MA/ILH/H kL
W Rigtkas
- W @ABA @ BRA4:KZ@ SA® CKO ep Dk @4 @4 O FHA

B
- ~ (308328132351 (@D
Al LNK1 ﬁ
NORAWANT AR B vt
€ (7860
LH LNK2 ELF4
WIRAYANY ARARAAY B v
HFE @@ (1) (D)

BRI RVES8 RVE4

MORAMIRNY  RAARANRAN

@Q® O@O{@‘ (10 @ 1231740 )
PRROC— PRR7(_ > PRR5(—> PRR3 TOC1( ~COR28(

ARV WARWARTARY ARRAANIY  ARRCANATASS

G o

W 0V LA WA Py

l

D, g2 ® CoP1
B PR Sk -] g R4S  TOCT
COR27/28 | Wi  EHAKER
LNK1/2 LNK1/2 BBX18/19  TPL LWD1/2
l %ﬁgﬁ,ﬁw CCA1/LHY RVE4/8 PRRY/7/5 _ TOCH1 CP20/22‘€R$ Pre
s H—)ﬁ
WREE  WRERNE  PRRsERME e e
H2ak etk etk HEk ek

B AV EY B OR8N N SR SRS 5 IR I R Y B S R T R A A

HEWEE RGMANBER NSNS, CIFCEQ AR BT SMBIRS A 5 A A PR o R AR A . Al
Bt 03 IR B (R N P R R VR A Sh &S L . eSO ER A R AR 1 B 1R 24/ I ISRV HEAR - ABA: V& TR; BR: i
KR ERE; SA: KR, CK: 4R &R

Figure 1 Circadian core oscillators respond to internal and external environmental cues and temporally form transcriptional
protein complexes in plants

Internal and external environmental signals in the input pathways of plant clock system include well-recognized timing factors, ex-
ternal environmental stressors, and internal hormonal and metabolic components. The core oscillators of the circadian clock exhibit
temporal gene expression and dynamic protein turnover mechanisms. The transcripts and protein complexes are sequentially
shown according to the circadian phases of a 24 h day. ABA: Abscisic acid; BR: Brassinosteroid; SA: Salicylic acid; CK: Cytokinin
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¥ KA RE R I BT AN B & AR, WK FE(Ory-
za sativa)/rBE(Wang et al., 2020a). & RBHEYI45 5%
(Kong et al., 2020). H# % (Solanum tuberosum)ik
LR AR K (Yanovsky et al., 2000). S/ KR
A7 S ICHR I A5 5 (Goodspeed et al., 2013).
TR BRI IR R, — IR A NG
SO RAE A, RIAFAE B2 1 U 545 (San-
chez and Kay, 2016). [T3=HLHI(ZEP Bz T ik
HOIS AR AH S 72 ¥ R I — > ) R IE T )
PG EER A BRI ZHIR A RE i, AROKFERE bl T A
[F &R 2 [ ] BRAEE I se P LB AU R, i T
VIERLIA SR AEAF EATIRE S DLRAEY N, BT
VEVI A BoRG 412 K 3 ORI 8 FR R, iz
I I (R (0 28 BE& A%, RIAE— R A
TR ARG K, PIAR S KRR 2, S 4K
AR E bR, dhAh, BTSRRI AE R AW
AR AR, DR AE — R A 2 TR A 2,
WA BT 78 40 R AE 25 ORIk b 25 5, ik AR 2
AR

2 S RRERRAN. AT
EAMEALF

HBERTE 5 2 (10 R B DL — 58 AU BBl SR R PH A 82 o
H ARG VEZAT, SFEBERASL N 7 (We i iR
FE MRREANPEAK . B IR MBI ) RB R I H
JEIATE o A SCOGIE IR T 1S, fEZEERVEHEA,
IR RA YR H AR METT IR, B AR
VO, RSO —Aa T, RIVRE. &R
e, WEMRES. Bk, MEYR RGN, RE
BefF i R 7 2 N e 4= 5| BV Bt R 4t el
I A I 8] B 5 5 B A

21 EYPHEEEYEERIRESES

TES; T 4UML K b, R4 B ALH 5 A= e R 4t
FAAE T2 T2 R, AFEW T & X — =B AR
JE£ ) S B 2H 4y [ BT 9 e T A A e R A X % ) R A
gy, B AL T U AR ) B B N & 4% (4 phyB
CRY1/CRY2FIUVRS), A A £ it & A= M e (4% 0
Y5y (MELF3 M ZTL/FKF1/LKP2); k#8341 43 4 7]
REAE T APl RIS A, (EFE k. Feat)a &R

2 T I 5 M (ICNGC6. ANNT LU AHK2/
AHK3). ZHE 50 HT R I, RN FE O 2H 4y I R I8 L
AU RRERTENME, (HHATMEXH D . 2R
J5E R Ak B B R R R T AR e, e T
AR A% 0o J2E TR 1) B S A mRINART A4 R i BEPE PF B2,
BRI A HL T SR i R A A A A A b o B 5 U
(R N o H T R ) A % o 5 DRI A 3 SR 7K1 A
B4 B2 2R AR, BFERRH R RIA I CCAL/
LHY. LNKs. RVE4/RVES. BBX18Ff!PRR9/PRR7,
DA 455 M0/ (M| R IE IGI . ELF3FICOR27/COR28%:
(Wang et al., 2012; Kidokoro et al., 2023).

41 o )57 i (plasma membrane, PM)J 2 4 g 2 401
T FEAR A S G g b, L) BE 0 S I i) 2R A
JoR —— i P A %) Jo IS 3 M (membrane fluidity),
W RESS G E SR FMECEA(EEEA. %
A R Bt S D] 55 ) %o PR A R ) 2 A7 000 o 4 )l B
(R sh P 5 3G 7 B 4H B S B AN FE A O, IR T s
JRIBE TS 3R, BT S ECaT AN, (40
B AR LR A AR AR IR U 5 O A T
Bt T s 5 O AR B LT i Br i
BIRARU OCEIE N, ot & 5 AR AR A A
RMISBEREDA 1y HLAEACH A B AR (55 20 7 HIE
AT DL E B 5 CCATFILHY &5 &, 1212 J5 & 11
DNA%; & 68 /1 (Kim et al., 2019) (&12). HEl, A%
W) A e R 3 2% A T R 4 T BT AR PR A T A
D BRI, ERETE(Gossypium hirsutum)4h i
B EEIR G RS AR S AR O o, I
PR AN RRIR (1 2 B A BT A e, O/
F WA [H] (subjective night) i & & & (K30 H
] (subjective day), HAKHR 75 1) g B & 2H Bl A2 40 v]
fit SR PLIER 2% (Rikin et al., 1993). FJE_E45 &1
TBIE R AR S DR S5t W o) Ui B2 a7 A e
N7, TR PR R AR G S RN . A
WEFLR B, MY KR TE 8 B R s . U I
MR8 7K 4> 30 45 PA X 9 A (Samanea saman)iH 1) H-
R HR 2 sh 4l il (motor cell) (AR FR AR A6 15 52 A= Wb i
##(Moshelion et al., 2002; Takase et al., 2011;
Prado et al., 2019). A= A A4 B B 859% %, 1
HA0 M A B 8 B AR NN 2R AR, HE 5
JE AR T DR SR T AR BN (Xu et al., 2007). 5
Ab, 5 _E A 8 IE 2 1 (WICNGCBFIANNT) K AH 56
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HsfB2b
PRR7( (=>
WA | HSE s

CCA1ILHY. LNK1/2. PRR9I7, BBXsHIGI%

[ I | | IE ¥R

m

? I [T =7
~ TR e )
———aRe CCA1. PRRSHIELF3%

SR EARIVARL. R AR R A R IR A A 2 X
c D R
LNK1/2/3/4  RVES/7 o o B L

RVE4/8 = ﬂ\‘

vy

F <

7 Eltv}

£
Il

SHBA EE-like )
cBS 4
CCA1/LHY PIFs. HSFs. \\ bR o _» ;%’&
- HSPsHI /IX;@)& :
XBAT31/35
ELF4 |
ELF3

RNA
%RF53/54 -
I i 3
bt wmmﬁ c ) 7
— E % N\
HsP9o ™ WAAME) A
|

Wik
ToCH - PR R
K HREAH  BOI / K RS y

B2 AW BRI A IR IR e R A K R R R R
{5 5@ AR i Sk S R ELR BT AR, AN 8 Sk SR s B sl R MR A, R s i Sk MR AR BEAT AR (15 5
B1E, CEIM Rt #i kB R EE AR IR . PA: BEIRAR; EE: WIAJTIF; CBS: CCALnuu)ﬁ,LBS LUXZE &z 5

LUX

Figure 2 Schematic diagram of the circadian clock that anticipates diel temperature fluctuations, regulates the responses to
high-temperature stress and temperature compensation of the circadian period length

Solid lines with arrows in signaling pathways indicate direct or indirect activation, solid lines without arrows indicate direct or
indirect inhibition, black dotted lines with arrows indicate possible signaling pathways, and brown dotted lines with arrows in
Figure 2C indicate protein degradation pathways. PA: Phosphatidic acid; EE: Evening element; CBS: CCA1-binding site; LBS:
LUX-binding site

45y (InCOLDAFIOSTA) AT Ml i Az finfle S Thfie @ RN ik (Legris et al., 2016; Jung et al.,
(Ma et al., 2015; Ding et al., 2015). HFAl, %7455  2016). ELF3/2 498 %18 & & 1A LUX-ELF3-ELF4
SHXEERZIRAESEME Z AW EERARIRE WA 22—, M THEE TS52MEAEEET
B>, AHPIE PTREAFAE — E R 1) Rt A L i Z P BE(Huang et al., 2016). ELF3i@ it H 541
W R, Jeifa KphyBEE L2k, AN  WEMIANRIOREEMIR, EREN S T REMS
AR, BEGAMET, TSt phyB M EEPTr B, AHAR(EELF37EiE M AR i MR A 2 1 i U 4,
R FEHRLFEERIPIIZIEA, FEHphyBIEK  #E1f1 3 BELF3/E A #3288 K AEH (Jung et al.,
(4G 1% T 40 i A% /A (nuclear bodies )R FR R /) « % 2020). Ford%§(2016)X} K= elf35 AL 44 (¥ iff 5T & W,
WD o OGRS EIIE R, AT IERERIES ELF3H S8 Y b R OG5 R )™ 5 12 6 iR FE AR 1k
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FRWe B RE F) o R BB A2, JGRE R phyB R 5 ELF3
EAL A, W RFFELF35E A KA E M (Liu et al.,
2001). Zi LA, St 2 phyBEA M52 MR HUsk
Z AR W E AR, Wi 5ELF3 I ME B 8K e i m N 5
AR ) E A RLUX-ELF3-ELF48% R tL Kk (Ezer et
al., 2017); BEEBFFCIRN, FRATDO IR B AR AR 1)
HESTEMB T . Mok, AL R CRY
CRY2#iE . FasE M AR AN 2 R UVRS — R 44
1332 B EE A, HnT e ISR 2 a8 . b
T U P I S A e R G Al R BT T AR R P R A
BEARRE T, X8R ERZ S50 i
BL S A= AT e it — AR R .

2.2 HPMEEEYRESEREESRMNERYE
ULAESR, AR o B 4 43 1A 45 A ) P &5 2 il (ther-
momorphogenesis ) Fl = i i 38 i 19 731 AL 1 5
BRI RE(E2), SR TIAEKESHL, mYE
R AR JE R 2 B A R R R A A K 2 — R B
TR W IRIEASE R . PIFAARILEE R TR
ORGSR, (R RVESERERERERIE, £ 5
ARFEEVBEN FHPIES RIS L ER
18] 52 & & LUX-ELF3-ELF4 7F # 5 /K °F b B 43 30 1]
PIFAIRIL, JEEMENS 5 RIS E BRI 0 H 5
(Zhang et al., 2021b). 7EZE T, CCA1 @I 5
SHB1 (SHORT HYPOCOTYL UNDER BLUE 1)H
B PIFAR) R 31, AT L6 PIFAR R = 1t 5
S, ERERET, KU LEPIFARE S, Shmme
BRI E(Sun et al., 2019). MYB1127E R4
BUmE I BB A LUXIN S 8 s R IE, dE— D
BRLUXK PIFAZRIA 3] hah, (AR 2EY)
Bl 417y RVE5. RVE75CCA1/LHYJ&E [ —MYBIE XK
2, AT IE Y5 3 K| RVE4/RVEG/RVESE T H i 4
YRR A H SR BOSE R, (REERIES &R+ RVES
HMRVETHUE AR N sl 1 R 48 EH, RVESHY
B AMHIIEPESS T CCA1. RERVESHICCA1E A
Ein SR, HFESTELF4)E 31 F 45 G171
eV, B SE I TE BURR] AR R 42 AR PIFA )
FiE, Mgz A& (L et al., 2023).

AW PIFAt B B s JE i E - K HBEEL
M RBENZMEERTGIEAMMER, HimfGlS
RGA (REPRESSOR OF ga1-3)H 1k, #iERGAZEH

AR e I, B ZMHIPIFASE (0 YUC8SE BE L K] J5 5
TM&G, MslHRIEE &R (Park et al., 2020). Tfif
HIEEOLT, GUEXIARE, RGANEWL AHRNF
Mz FAER SR, BOSPHIESERE) FIFERT. 5
AW LR, BBX18i# i 5 E3Z 7 1% 1 i XBAT-
31/XBAT35, {2 #EELF3 R £z R B&ih, R4
26SH I Mg AR AT PR AR, 2E 1T H 597 [7] 2 & KX PIF4
PR s AR L, s T iRl ) 42 K (Zhang et al.,
2021a).

T R B R R A K K WAL E A, T
I ) o v ) TR B2 of ] 3 AR K PR A 7 A R
N, FHRNHUPERR PR o R A mT e o R AR A
OB T A B FRRIE RS 7 2, B mont v TR I B A HE BT
RE 7. AEADRT PR FE o i T R B G 3, Rk
T (R 3R A KR A I U AR 3 R O A I ()
FRBE). IV (T 2R3 B R R A AT S5
A0 5 ) A 36 P (o et 2 3 AR AL AR S B R
FAR B B 10 B3 R 451455 )«

P EXT KR E A BE R AT R 45
A . AN A, ER AT RE . &R
S G E RN A, & AR . BT,
8 HUE I A B EE AN AT IR 2 (1) 2 I S
[X-¥(heat shock transcription factors, HSFs)-5 #%
%5 M (heat shock proteins, HSPs). 1Y)l iHiT P4
fk 7l (antioxidants) (JTEM ARG =4). WMEETE
By BIEWTYR G R = A2) 28184 B A0 4 g
J A e PR R 42 SR s Bk o BB SIS Bk
Z M BAH S 5 REH T IZ IR R R, B
e Pt R R EEAEH . E ok, Z2HHSFs s R
A RZBWNERTEN, ZAEMe i, BARRERNAE
VB SUA FrER, (B2 ERE R B A E T Suiha bt
A RS T 142 /6 FH (Mody et al., 2020); Hk, K
B0 53 A b A O 2L 3 T AR 2Rk 11 R R A e oK
P b ] XS B e A S i PR 3 e 2 (Bonnot and
Nagel, 2021). #IE 5 &40 (1) S84 5y HsfB2b A
HSPO0 2 5 B & i3 1 3R Y i % (Kim et al., 2011;
Kolmos et al., 2014), # i 5% K1 HsfB2bid i 45 &
PRR7J5 3T X fIHSE (heat shock element, HSE)
TCAHIHIPRR7RIE . H R N, hsfB2b-11 A K E S
Hp AR AL, RS S HsB2o B R E, 5B
A H A I 4ERE, hsfB2bIARMRTE sl T U35 7 1%
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RIRFEAMERE T, R H 5 A HIE B (Kolmos et al.,
2014). HSPOOWI J& T # i & A i — 7 T 148,
TE S b HROE B PR N A B T2 R AT . 25 SRR,
HSPOOXS ZTL 1 il A Fa e 45 X HL %L, ZTL-HSPAL[A]
M —ANE AR R EER RS, faEREEEA
Jio ZTLAED B 5 I 1z 045y, BT —H
E37z RiEE, 2 5TOC1HPRRS I B, 1E#
W RO R, ZTLAN S 22 B EABEREE A
JR, BESRAEY I P (Gil et al., 2017). It 4h, RVE4/
RVES iff 2 . 1 # e )97 & (R i Rk, il &5 &
ERF53/ERF54 (ETHYLENE RESPONSIVE FACTOR)
BT IXMEETGHE BRI, 0 TR R T
RVE4/RVES8 X #4 B bt 1 19 67 8 % /E H (Li et al.,
2019). LNKA1/2/3/41E A e TTELH 1% 360s 4
IR 7, 2 35 PR A B MYBRIE L ik AR
HAR, TEE AR IR . I I TR,
LNKs-5 H 1 8 [ 38 R 1E 8 42 08 4 5 5 25 0 e il
TR % 74 (Xie et al., 2014; Kidokoro et al., 2023).,
RIEIE T, LNK3/ABERRAIE 1K P B3 T, did
5RVE4/8 H ARG WyiE T i 5 [FICBF3. COR15A
FICORATIMIRIL; miMrie F, LNK1/2.5RVE4/83k
[ ERFS3FIERF54 /) %1%

A W 35 IR 5 J mRNARIT A4 (1) 7] 28 B 4% (alter-
native splicing, AS)tH & 4 v X i B fiip e i 77 X2
—, H:CCAL/LHY. PRRsHIELF3457E i /& e T
MRNA £ ILA R (1) 87 42 77 20, i3 6 e i AS AL il
S DR A K E A N I mRNAEE, i REA A
Yieh 55 FE A (5 5 @2 (KE12). LCCAL mRNAFT £
AN, FL2 i ik B A BY 4 i g S 20 3 S S 4 A
B 5. DNALS & Th g (1) 4> K 8 1 CCAT a i ik 2k N i
MYB45 #4938 FJCCA1B; HHCCA1BfkIAHE 5 CCAla
BULHY A BAE, fENSEF R T A R
KT IhRE I YR Ak . Rk, CCA1@EITASHL
Z 542 W fehoet iR FE AR AL ) Y. (Seo et al., 2012).

23 HEYEMWELREENH

AR VB IR B # M2 (temperature compensation) AL
eI [A] A 422 299 A 2 —Colin PittendrighT-201H:4C
SOFEARHIHE o A= el o5 M2 5 g g 7 3ok B2 5% U 8
o P U I R B B AN]R8 vz I AR 3
BRI PN, 3 H 9 A L K (period length) RE F2 52 4

WA OGS LY A P o R R BRARIR S 641

FRAEZ124/ N (B12)0 A dim & — e KIS0, AR
i AR PN A L B2 % TR T IS X 8% BEE T A e B0 1R
OB — MM S, B ARLIE B LA 9 2 5 B AR st
PE, DAL PT FH T B2 I RO 2 3R Bl A ) A 2 S L
H5REMKR, 0% HIEE &% (temperature coeffi-
cient) QqoRFAL (R R T =10°C, AL [ N3k Ji2 18
I AEE) . EERBOT, BERMQofEL A2, BIER
FERF TR 10°CHt 2 18 [ BLIdg 238 N 291 4%, i A= 8
X (130 H A B AR I B A MR o IR A
2080, AU T S5 gt A A e A 4R ST 24 /N B T T T
Adr iR X E R BARRE D, IR A G
R B B BB R A, B OR AR BT Dh RE AR
T FEAMENLRI I A L, R A I 4 ok — LR FE
BRI G H A R A FE A R e . —
S, T E A is T ok, ke T
A R B RENL ), 5 A, TR RS
FEAEMBSATIE, FUCER N A R E—E R
IENL . ST, SRR, AV AR
RN, O “id %Mz (overcompen-
sation)” ; ANRFRIL IV AW, MFIy “RAME” B
oy R AMERE ) ARIR R IR R AR I, 5 B A A
bb, iR A e RARRRIAK I, FRONRAME;
WIERRIAFL I, AR i * M2 (3) o AP e i
AMENURIEA R PR fE e, — R &, e
IR A ME Quol TS A T0.9-1.2 2 ] . =y S5 AH A=
Vi A M I GBI A T s — e T VE(BI3). &
KRB FEE KW, & S 0 A1 B [F A 225 T
FEAMENLE . 7E12-32°CYa [ N, A A48C24
PRI 5 76 A BE 1) 22 S 4R A2 2.5/ N LAY,
BE 2 QoM T1.0-1.12 [7](Somers et al., 1998).
X iR A () iy d B kAT 43 A AT e I R R
FUAE,  DURSBA I i 2800 40 7 2045 JE A v f il B2 M3
F M, Edwards%;(2005)F1Lou%s (2011)%} #61 F I+ 46
AR 3% (Brassica rapa var. glabra)® 4] H 42 %
(recombinant inbred lines, RILs)EAR W FL K BH, 5t
FEFEAARAPRHIIE H A5 AR A IR S R A M I R

TP Pl 2 M 43 T BIL AR 0 T e R B e s s
ZANE MR, HPASREEW—IF, —iz0f
Vb B R i B A SR FE R S HDGE SR, RAE
TEFEEETRE . H AT SR 24344 (spliceosome)
4y AT, WGEMIN2 (Gem Nuclear Orga-
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Figure 3 Temperature compensation calculations and circadian rhythm phenotypes

(A) Three types of temperature compensation may occur when the circadian rhythm is detected under free-running conditions
after a transition from normal to higher temperature; (B) In light/dark cycles, the circadian clock is reset each day with a fixed 24
h period length; under free-running conditions (e.g., constant temperature and continuous light), the period length of endo-
genous circadian rhythm is not equal to 24 h. Key parameters of the circadian rhythmicity include period length, phase, ampli-

tude, and mesor. ZT: Zeitgeber time

nelle Associated Protein 2). SKIP1 (SKI-INTERAC-
TING PROTEIN). SIC (SICKLE).PRMT5 (PROTEIN
ARGININE METHYL TRANSFERASES5) UL & XCT
(XAP5 CIRCADIAN TIMEKEEPER)Z 5 M/iR(E 5
Wi 57, L RAR G| AL BT ER P R Y . EARRVE R,
FLrb 43 20 43 o A 4 b 5 DR AS TR 2 i 2 B HH A BR 1)
FeSE . i, GEMIN27E AL = BEAR 57, S 57T
U1-U5 snRNPJALEE, RAK IR A IR, sttt
JRIR, T RE S B TR S V5 I B TOC LA A= 1) e 2 K]
f\JAS (Schlaen et al., 2015). {KiH %1, GEMIN2
TR AR AR B B DR L BB R I AS, AR H Y
AYERE A P a P S A B AR R R E AR .
5b, SKIPUMENBIEE Sk MA 2 —, MIEPRRY
HIPRROAEA: W bt B[R] ) e R L BT 42, HLBR R RAR AR
UK AT ERER, EBIRIRE T (17°C), R4
e ARk, ERGRIRE T (27°C)iR B AMERE )
IR KFEE F15 51K 2 (Wang et al., 2012). SICS& — i
W E AR ML A RN e H, Bk

AL ThBEAR K. Marshall%(2016)HF 7t % B, SIC %
CCA1l. LHY. PRR7MELF3/ e IE BT 4, 8 H 5%
A LHY FIMRNAP & 7 OR B 15 D02 & 1 0, 8%
S KTEW, SICHAL T-CCATMLHY R i, 2549
B EEAME I . Ak, PRMTS#A N f2mi A= 4
PR RIAS Z 5 H W I 4 dr, H G IR B2 AME B
WGk — P48 . Hong%%(2010)fi1Zhang % (2023)
WFFER I, xct AR BARA I H W B IG R A, e
JR M 5 HE TR 1 AS, HE AL o B R B, iR
H 1 R L ] AT REAST TASHL .

FLC/& &AL AT T AL 182 —Fh vk 2 M IMADS
box K sk K ¥, @i ##] FFAGL20 (AGAMOUS
LIKE 20)HMIFT4 i) s i i fe i 78, H A /EH
W 5 A A B ) ) S T R o . FLC IR 2 551
ANJE R QTLE AT v b % 5 2 2 5 08 FE A M AL ) 2
N, $ iR o, IR 5 AR e 4Ly LUXFT R A
SFLC S5 AWl 2 (8] 1)1k & (Edwards et al., 2006).
T AR R A AR E B Ay ELFA M IE I 2 5
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AMEIE, 22°CTF, HERARelf4-21101 H %R
BN JE (52 A bR AR R H T2 2K), 1 15°C
T elf4-2115375 k5 B A RUR RUAHAL, Bl I 1T+
1, {E22°CH128°CF, 57 AR RR AU AR Ak A AR L,
elf4-2114 Ji IR AU 5225 n e, 2B v I o+ b 2
(Choudhary et al., 2015). Chen%%:(2020)#F 7t 3% 1,
IGIR TR FEELFA M HE | 3B F2 S ARER . [KUth, Hb b3
MELFAE N —FKIEEE S, DMRBUR R 7 LS
LSRR A= B i 4

135 B I B % 75 i PRRO/PRR7-CCAL/LHY #
SRARHAE T FE M R R RO E T . prr7/prr9it
FARRM BB iR AME R Y, AR BT CCAL
LHY 7 AR A v i B2 A i8R H pre7/prr9 st 28
S 52 T RRCCAL/LHY Rk S gL = AR, i —
HAIE SEPRR7/94 F CCAL/LHY () L7, & 515 % 4h
2% (Salomé et al., 2010). CRY1FICRY27] fEj
RHLHY & &SR TR RS SR EAMERE, B
IEHLEI A it — P78 (Gould et al., 2013). PRR7
MPRROTEZE . W AR B A VBl FEAME 45 B
ARER R ERENHERE T, IHMKXPRRY
HTPRRO A il 15 18] 52 4 445 AH 9% Jik D] 15 4 4 08 (L
et al., 2020; Yuan et al., 2021). fEir H &A%,
ECCA1/LHY [FJ5 HAH B+ 5T FIRVESH 21 )R R ik
3L T, AKIR(12°C) T H RAZ AR AN F 1k 4 T
i H A R S B AR RUAR R bR IR T R 2227°C,
SRR, SRR HATER AR E K, Bk
IEAERRAL H AT R . LR Rk,
RVESIE 4% il tMz, % il R 3 H 5 R s i)
B “RE” fEH (Rawat et al., 2011). FBH1
(FLOWERING BASIC HELIX-LOOP-HELIX 1)4
bHLHZE % S K 1, H % 5% % | CCA il s [F] I,
FBH171] 254 CCALE 3+ X 1 E-box-like it =X { H 7T
P, ) HRIE, IEFBH1-CCATH B — > & il
FIFRER . W IR (22°C) T, FBHLE kb4 RHE H 5
W5 B A TR, (HR IR IR B (28°C)f, i Rk
FBH1 5% & 1% 7 (Nagel et al., 2014). FHAR2&Hr
A AP e B R SRR ) B IR AME N . B, HH
JE R A (i toc LR AR AR B A& IR FE A Fh v, 3 I Y A
Wga g, (B aS T AE AR R, JER R
i FE M £ R (Somers et al., 1998). b4, KEIHHE
AU B LNKL/LNK2 5 PR 58 A8 44 i 35 s B2 1 7 s, 24k

R OGS Y E YA AL o R R ERARRR IR H] 643

s 5 A RS ARHME, R R IR A R A
(Xie et al., 2014),

A e 4 s TS 2 T TR R 4 2 R e A b
R BERMEE AL, e AT 5 B R N ) /2 GI-HSP9O-
ZTL-TOC1i& 1% . GIAUE#5% E AL 2 5 i
VI Bl BARHOE A AR AL, 0 H S5 A iR
FERMENLE] . fE12°C. 17°C. 22°CHI27°CF, Hik
bR R AR gi- 1L R I SRR (IR FEAME I G 5B AE
BUAH b, o H 8 A BAAE 2917 CRE A7 7E 1A 45 1
(B RATCRE, TR RS JHR A 5 U A R, 1
RIR(12°C) F AR E R R, A MR, ER &
I B (22°CHI27°C) T J& Bt . 25 A0 4, v ek 1
FMEfE J1(Gould et al., 2008). GIMZTLEHFEIZ 5
FEAME YR, FAEMZTLA R Jadl RIE &k
HSP70#i3k, a4 K K GI-HSP90-ZTL= Tt & &
VIR REZTLR Y, REMZTLNE S iR e, T’k
SCF*™ (Skip1/Cullin/F-box), EL#% 4% PRR5 LA &%
TOC1 iz &AL I4f#(Cha et al., 2017). Ith4h, FERESE
J5 /=1, CCA1/LHY & H (1) T B R AL A SUMOAL 12
1i(SUMOylation)th 2 5 FE (M2 4%, s S BRI 2
(CK2) K H:iff % 1) . 5 CKBs #4141 S 5 % 2 5 CCA1/
LHY#EE2 1k, M52 CCAT/LHY — A i il Ko e
XTDNA S G, o, CKB4A/E N CK21H i 75
JE, R CCATRERR AL, 7 S il T i) FE0T e Jik
HPRR9. PRR7. TOCIMILUXJE 3T (454, CKB4
AR AR iR N R R i, e RsHa H
W E AN BE 71, H.CKB4 B R Ak RN B i 172
RO B E B RE . 2, CCA1-CK2M1 %
T R 2 WL A A2 ARAIE A 2 I P MR AL 1 B B — 3R
(Portolés and Mas, 2010). iR {L1&1f4h, CCA1
H LA ESUMOAL & i . £ SUMO & [ i OTS1
(OVERLY TOLERANT TO SALT 1)F1OTS2H X &k
5K 9AR A (AR 1 1 SUMOL 7K -1 i), CCA1
{14 IV 40 it 57 1 B 1 ) Tk 38 oK 52 31 B R s, (H
2 SUMOL 181 1) CCA1 5§ 5 [ PRRO i 3l T 11 45
A RE 1182 T (Hansen et al., 2017a), &HHSUMO
AR 52 e 40 R I R AR R ) . 5 EFAERLAR L,
ots1/ots2 X S AR TE il T I H 15 4 B A AR L AN K,
W A L P PR Y A e B 35 e K, (Rl SUMO
I FBRMEAR 2 ; 52 AR, sizl RAZ AR (SUMO
E3MEHERFSIZI R A, 5]k & A A SUMO K
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FREAC ) 7E il B 3 H e R B 3 i, HBEE IR
FE R FAG, AT H 59 4 o) A R bk i B AR Y, [
SUMOAAZ M ik /b 3 BT 3 1H 5 48 Jl 300 3 22 30 2
(Hansen et al., 2017b).

)RR AME R — N KRB 2 E T RARNE
RS, B ERIERIN, L AR R
HEkk. M5 #iik(Na*/Ca®* exchanger, NCX)
P4 A 3 BS Ca® WHIRIELAS 5 FIW R, iZHLIEI7E A
[F ) Fh b OSBRI LB HNCX A
SV A 6 ) Ca® -CaMKIME 5 76 17 B F M2 Al
TR b kA% EEAEH (Kon et al., 2021). & H#EY)
R IT T AFIE13NCXEE DL, i T3R5 ARk
HAT BT, T XM R A FE s 5 R 25 A T ICIR A
IERESE T, Ca? % H 35 F I fomi . 45 R R0,
EARIR(17°C) T, BGas & x4l Eg I il H 1543 Ji
IS AR, AHTE IE# L (22°C) F, F¥Es 5 80k
H e R B g 4a 5, U5 5 2 SR A
24 Nk, CUFEYI IS & B E TR (Fe
MIMQ) LS KE B W R AR = 10 A A B R 2
Z 5 H A 4E R, (ER 0 H 2 5 18 B i M R 7 9
i A W 1E (Buckley et al., 2023). JMJID5/IJMJ30
(JUMONJI DOMAIN CONTAINING 5)F1IMJ29 5¢
A SR IRE H R, 2 )5, Jones®E(2019)
LRI, JMIDS AT RE LIS T LUXF& AR, i 4]
PRR7ZEAM % DR 5 2 5 iR B AME T .

1% LR35 i 2H 43 0 Tk B 1140 R AR R AP BT e
AR e 4 I 28 AN S8 — AT FRL IR W 2 A, T
B BRI RIEERIME . 15 AME ML A P
SRIERFHEZ —, HAAEMROR 13T H R K
(A E M, L2 W I 451 2R 0 2 Bt v SR 4E R JE S )
R o AW Bl IE T B E R A RSO R S de e 1
5 RIGEMEZ R G R, DR UE N & i [R) HEFS AR 1 1
[FII, REFRAHE AR BURE . DA RERMA, 4
AL AR I 50 A o) 3 5 IR B R AR I, AR KOk
BA R RER AR, KTyt
Vb AL T B AME LS AR A R X (Patnaik et al.,
2022).

3 WitERE
ARSI SEORIR R I, (PR

1B A AEZS 22 G e 25 A AR 7= SRR B A R B2
B, Feekmi. KR, PINER. 5K, KK
A B F AR S 2 5L R ARAE Y KR R™ . R, 4
A L% A BRAR IR X R A 2 A s, 2 Stk T &
[ R 22 T P A JRe T W ) B SRR, 2 SR AN
& I BURT I e JE O o 9T 3 T80 A BRI RS AL A A A8
BVl T/ANEE S KBE. FORAK G4F T B S 1EY
PR BRI R, SRR, Rk AR S5
B R B E MR e PRI, TR 1 C
S8k 773%-10% (Wang et al., 2020b). HEH 5T
R FH B 7 VAN T I T o R TR S X 4 BR 18
PR ZARE KT B, 25 REAEE R
FE R T, REER I B R ™ R, DR T DL i 4
THEBL SR AE HK, SR EY &R E, AT
A F TR P idE B4 BR AR B 11 & %5 (Agnoluccei et al.,
2020). Av A, BN L 2 B R AR
(177 B (S BUK B £112.5%) . Desai%s(2021)%f 7K
TR HEAL 7 e AL BT e R W), AEAR SR AR KB B, R
8 1A PR BE IR AN T mi2-3°C, B Tt R ik (3
DRl 4 23 52 BBCRREN, 31X AT BE A2 1 B K R IR ) G
HE. 4 LRTiR, ARSI MARE S, feal
T FEE 3 L R A D v e A AR 7 1) B R PR ok R R
2o JEAER, BEAEEYINEY) R B O B T
IZEZ AL RNIIPS st Eeti IR i) T DR REct /L ik =
SR AE Rk AT (Steed et al., 2021).

AR AE = I FE AR A ot iR (1 T AT R R
FEAMENL QI HHT R0 BT, 3 H ) EKCF, FRRE
BFRRAS R IF e K 2, A S ] R Rk R Al D) s
AMATIER AR 2 — o JGHR L TR AR R 2 HH [R) A5 B H
BHB3ANK R, AHueEme N, B
HA M A . 2B E I, X 3R R
i K7 — HR B BT R AR 2 1 R 2 5 80
KA. Bk, fEHBFRSEHAEY TGS SRt
FE A BriE, X 3% il dn FEAE K AN [ I Bk
HEAEMA R B IR AE, BT HEMMRE B E .
S TS A Sy Z A BRI AR, ARl
Az 7 i ™ AN (K14 o

Bl R A OGS il AR T ] I [a) £ )
ARG . BB A LR E M, X EY
TR o 38 e M A DG B DR R HRORE AT i, LSRR FHAE )
W B B EE . B, R AR
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Figure 4 The circadian clock respond to environmental factors related to high temperature stress and regulate physiological
processes

Light, temperature and humidity in the environment show daily oscillations, with a strong positive correlation between light and
temperature and a strong negative correlation between temperature and humidity. When physiological thresholds are exceeded
at specific times of a day, light, temperature and humidity can lead to time-specific stresses in plants. Heat shock, if it occurs at

different times of the day or at different growth periods, will eventually affect yield and quality to some extent in crops.
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Plant Circadian Clock in Agricultural Production in
Response to Global Warming
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Abstract Global warming is now a major trend, in which temperature stress due to abnormal climate occurs frequently,
posing a great challenge to the high-yield and stable agricultural production. The circadian clock, an endogenous, herita-
ble timekeeping mechanism, endows plants with the ability to anticipate and respond rapidly to cyclic changes in external
factors, which ensures that physiological and biochemical pathways are synchronized with the environment and greatly
enhances plant’s ability to survive and reproduce. The temperature responses and temperature compensation are not
only related to the key scientific issue of “synchronization” of the circadian clock with environmental signals, but also to
the application of crop adaptation to temperature stress in agriculture. Temperature compensation refers to the fact that
within a broad range of physiological temperatures, through transcriptional and post-transcriptional architecture, the clock
can essentially maintain the circadian period length unchanged, ensuring that the timekeeping mechanism operates ac-
curately. Light, temperature and humidity are closely coupled in the natural environment, and they act as timing factors,
transmitting external cues to the core oscillators via the input pathway, which affects almost all processes of plant growth
and development. In this review, we summarize the historical research of temperature response and compensation me-
chanism of plant circadian clocks, and describe the latest research progress, and also look forward to its application in
crop genetic breeding and field management. We seek to provide new idea and solution to the problem of temperature
stress adaptation in crops.
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