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T IR F 5 A ISR B A %, Hiask 2R
ZATH 1 ' R 3L 8 R B 7K 5 B 5 DR 3 B R 1 R 2 4 1k
Ao IR TR FIE B3 L FE P AR R A 85 R
¥, R LR R A AR ) AR AR, R AR
HEACH —Fh YRR LA, B A% (Harmer, 2009).
AW T RGN R O IRG # A H IR R
U UL . M0t W E 21128, BEE A Eh
¥ 0 1R T 2% 35 5% - B 7% ) 15 34 (transcription-transla-
tion feedback loop, TTFL)ZHi & 7, 7EN A4
AT MR K R R A B e 5 .
P 5 S ULAZ 1 2 T PR VR 4% WL 1) B A A e U 4 T T
RE ST, R EMEERN S 51 R Z M
IRFFTH (XU et al., 2022b). XL TAEAGHE—SEF
sese T AT Bl RS AR, BB N
LR b R A T R TR S A A SRS R

A I A AR R PR BR ) 7 AT ) ER ok BR 8R
FEFEIRE ST, DRI AR s v 0 B 558 A48 Ak 1T B 7 6)
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HAKKRE I NEE, RN N 78 A0 B 1) 32 4k
B BRI T A e o), 8 AR Bl B 6 AR B2
G5, FFESEMM™ A4S Z FD AL SR
E. A BEERERMANG S5, L TR
15 S AR P 2, ORAIEAE P44 A= BT REFNAR i 52
T& A SRR AR A, AT AE 1 R B4 1) S50 1 [E] 58
BN, I TR R B PR B 0 S R
JIRIAE- 3 % &5 ¢ 5 % (Steed et al., 2021; Venkat and
Muneer, 2022).

D HERTR 2 2 e B L AN R o i 2, “ 0
AR FERBR ” 6B 0 A ) AR K R B R e 1
EM . Lk, BEA R BRARAARAL, AR mi e
BUR, A E IR ) AR ORI A & AN T
i, 1 L ad 5 9 Y AR e s A B BRI,
AR AR L Tk A5 5 R R L) 4% 52 %73 (Ohama et
al., 2017; MR SR/, 2024). THERIIF TR
B, A=Wt 5o6. RIS SAFAE 2R 1) HAE M 45,
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WEFRMEYIRFIE R0, RNER 2 THLE, X5
TP 7 RE R S Sl 7 7Bt B A R e
PO 26 SRR RS B IR iR A
s FfRL A HE R R

1 EYEYHRS

1.1 BEFEYPHZRORZSE S TFREMRER
1.1.1 BubiRFHHRER-BIERIRF

R BT R, RO IR G 4% H— R 5 A ) [
FHE ) B - B S A IR AL K, B FECCA1 (CIRCA-
DIAN CLOCK-ASSOCIATED 1).LHY (LATE ELON-
GATED HYPOCOTYL)MIGI (GIGANTEA), JHf ]
B &4 7 ELF3 (EARLY FLOWERING 3). ELF4
MILUX (LUX ARRHYTHMO) (#&3Kk414%, 2005) (/&
1). BB, CCATFILHY I 55 KT e oo ik 3

B U T A A Lo 5 o e - T R S I AR U
kR B SNEBOGE ], SR B s HI R -

I, CCATRILHYn[J& S B2 5DET1 (DE-ETIOLA-
TED 1)EfF, ##3%CDD (COP10-DET1-DDB1)& &
W R 5 S AN N (Lau et al., 2011). ChIP-Seq#{
PR, CCAIMILHY Al 45475 PRRs. ELF3.
ELF4. LUXTFIGI%E A=) %h 5& 5 J8 3l X 35k ¥ EE
(AAAATATCTEZ AGATATTT)FITCP (GGNCCCA-
C)suff b, i bk FE R 7E 7S )RR 1A (Nagel et al.,
2015; Kamioka et al., 2016; Adams et al., 2018).
PRRs#: #2846 T CCATILHYZ J5, 2 R M\ 5. 5] i [7]
B 2—3/ININF R PR IR 2k . PRROIT1511 % 5 il 25
¥y 67 FPR (PSEUDO RECEIVER)FICCT (CON-
STANS. CONSTANS-LIKEAITOC1)z [f] [ EARZE
J¥ o 1%HE 7 ] A S s A FHLIE ) TPL/TPR (TOP-
LESS/TOPLESS RELATED PROTEINSs), 3t[F454
1ECCATFILHY i 21 L4 H 2 15 (Nakamichi et
al., 2010; Wang et al., 2013).

Figure 1 Transcription-translation feedback loop of Arabidopsis circadian core oscillator
Lines with arrows mean direct or indirect activation while blunt lines mean direct or indirect repression.



Bt 4k, B-Box 4 H155 50 5 J ik 51 BBX18 (B-
BOX DOMAIN PROTEIN 18). BBX19 X BBX284I
BBX29 R JE p 7 U — Ak, JF k7 5PRRI/7/58% A
TE AR E A ik, (2HEPRRO/7/5%F CCA155:4:
WAz O R R 35 35304 (Yuan et al., 2021a; Yu et
al., 2023), PRR17FFXTOC1 (TIMING OF CAB EXP-
RESSION 1), /&PRRsZ % ik i1 HHfE— 1N TER [E]IA
FFRIL R UIERI R 51 . B 5T IANATOCI A A A DNA
iR/, REIE S TCPRH 5% K FCHE (CCAT1
HIKING EXPEDITION)AH E/EH, fkifi CHE4S & %I
CCA1R 81 XK TBS{L £ (TCP Binding Sites),
Mifi## CCA1f1 %1% (Pruneda-Paz et al., 2009).
Je SRR FUIE B, TOCA Al CCTEE My IR E B2 45 A 5
H#HCCA1. LHY. PRR9. PRR7. PRR5. GI. ELF3.
ELF4MILUXIFR 1L, FL SAM SIS P X BAr PR
i (Gendron et al., 2012; Huang et al., 2012),
ELF3. ELF4FLUXKIRIKEEHIAETOCIZ )G, =
o B A AR BT (A R A B, H DA F] 52 & ) (eve-
ning complex, EC)TE A R IEF: M /EH . ELF3
MIELF4 1 Tl g 45 7 30K 70, T LUX AT DL B #5455
LBS (LUX Binding Site: GAT(*7)CG)f &, 4
CCA1. LHY. PRR9. PRR7. PRR5VL X GIff1#ik
(Helfer et al., 2011). GI)% A5 F|EC. TOC1.CCA1
FILHY (4], (HH T3 CCATRLHYH 3R ik (Miz-
uno et al., 2014; Huang and Nusinow, 2016).

ILEER, WFFEN GABH S R B — 2 5 s R
2 5K E SRR LWD1 (LIGHT-REGULA-
TED WD 1)fILWD27] 5TCP (TEOSINTE BRANC-
HED1-CYCLOIDE-A-PCF) B #£ 5% [} -F- TCP20 LA }
TCP22HAE 3454 #|CCA1. PRR9. PRR5FTOCT
H 8 37 E B H R iA(Wang et al., 2011; Wu et al.,
2016). T4-FiAHRVES (REVEILLE 8). RVEGH
RVE4R] LAE A s N, (2iEPRRs RECHE &
PRFE R 1 23k (Farinas and Mas, 2011; Rawat et al.,
2011; Hsu et al., 2013), ‘Ef 1B A 5LNK1 (LIGHT-
INDUCIBLE AND CLOCK-REGULATED 1)FILNK2
HAETEME AW, 1F R ILHOEF TR iEPRRS.
TOC1LL K ELF4() ik (Xie et al., 2014). xilk,
PRRsHECE & ¥t 7] LL | LNKs X RVEsI#) % ik
(Rugnone et al., 2013; Shalit-Kaneh et al., 2018).
BOA (BROTHER OF LUX ARRHYTHMO)5LUX
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[EREE D REAR . WFFEERY], BOAR H LG
CCATH A 3 1 s H ik, CCATH ] 454 3|
BOAW) R 8 ¥ EHJEE G, 1% BOA R # 5 /K-
(Dai et al., 2011).

gr b, AR R I A AR L R s
3K, N He SIS R T A% PR ) £ 8 IR ] R, X0 A
VB ERCA B 5« AERFAE DB T R R A T R )
KK E AT Bk

1.1.2 BRERE

A AR BY R I VE 22 44 COWEIE SE 2 5 A ek A
7 (E2). W RISKIP (SNW/SKI-INTERACTING
PROTEIN)if# i 5 SR45 (SER/ARG-RICH PROTEIN
45)HAE, 25187 pre-mRNA 5'F13"5 BT 247 54 (1R
SANYIE] . AE skipF A, BN A AR K, PRR7.
PRR9. CCA1. LHYFITOCTI ] AZ B A o A= B 3%
A5k (Wang et al., 2012). snRNPZH %K 7 GEMIN2
(GEM NUCLEAR ORGANELLE ASSOCIATED P-
ROTEIN 2)R% )& 22 S 8 EM et M IAA KL, TOCTAN
PRROI & i B S 34 in (Schlaen et al., 2015).
LSM4 (SM-LIKE PROTEIN 4)FILSM5 & /N5 T 1% b
ZHEEU6 snRNPRIZE Sy, FIA A Bl & 3
K, TOCT (I4R: ZEANE T )MCCAT (I12R)HY
55 A 32 FE 18 i1 (Perez-Santéangelo et al., 2014).

SIC (SICKLE)ZA: e A= eh i AL+, CCAT (14R).

LHY (MR). PRR7 (14R)VA & ELF3 (12R)f) 5 By 1%
A E (Marshall et al., 2016). STIPL1 (SPLICEO-
SOMAL TIMEKEEPER LOCUS1)% 5 n] AF BT £ {4 (1]
RS FE, HRAR G AR K, CCAT. LHY,

PRR9. TOCT1H G55 B 5 5 2 F e o B 422
A (Jones et al., 2012). LAk, FEREFEBLEPRMTS
(PROTEIN ARGININE METHYL TRANSFERASE
5)Ih Rk R AR A A e AR K, PRRY (I3R)#: 5%
< F: 11 (Sanchez et al., 2010).

TP A 2 5 8 4 A A R IR 19 BT AR BY 45 (Her-
nando et al., 2017). 7EARIRZHT, LHY. TOC1A!
PRR7# 5 A 1 IR 4 &5 -3 B At A T,
A AE TR #E A (James et al., 2018). CCA7TH:[A
TEANFIREE R P2 A 2R [ R e S A, 433 CCATa
PLK CCA1B (E2B). CCA1BH/IMYBL: I, 152
AIEH Z k. iR, CCATalfI 3Rk &K IR
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In, CCA1BIMRIAE TR, SR, (K255 CCA1B
77, CCATalf/b, FINFCCAIBE AL a4 tith 54
KCCAlaskLHY & B BAR, AT EDI R E &
Y, T R RN R IA KRR, IS 54 g
[ 3 1 78 (Seo et al., 2012). w5 iE Ml £ 2 {# CCA1
K EUAS (unproductive alternative splicing)Z&7Z4f
AR BYRE, PEAE N PR RIS TR AR, Tt
HAeKEAMIEThAE. A, f£LUX. TIC (TIME
FOR COFFEE)L) Jt LKP2(1 ) e A th Al 1 v AR 5Y
P AR, R UE Sk H AP % = X (Filichkin et al.,
2015).

m® AV Vi T8 42 25 0 7 A 1 3 R R K B R
YEFH(Fustin et al., 2013), #2 g7 i AE W e 2 ]
F(2C). 7E#LEGIF(Arabidopsis thaliana) % &

H 2R KT I mCA T L FE i — Fh R LB IMET-
TL16( RS RE FIOT (FIONAT), % —H & HMTA
(mRNA ADENOSINE METHYLASE). MTB (MET-
HYLTRANSFERASE B)fIFIP37 (FKBP12 INTE-
RACTING PROTEIN 37)%5:#4 il F L FE i 5 &
Yo WA, FIOTRAL W] S EURMKM T M55 2640 1)
AR R . FREL R, 0%, B RO
IR, fio1 5 RIAK AL R (Kim et al.,
2008). HE—HHEFRFEW, fio1538 k%, CCATRILHY
43 mC AR i i ) R A KCOF FR AR (XU et al,
2022a). )t ACRY2 (CRYPTOCHROME 2)iifi i
W S -V ) B R SEm AR Y S MTA K & 14
(MTA/MTB/FIP37)i ACRY 2 A, $2mMTAE H
FECRY 29 A o (i B, T AR 3EmC A M, 85

A Pre-mRNA sic GEMIN2 FEAMRNA
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Figure 2 Post-transcriptional modification of the circadian core oscillator components
(A) Components of splicecosome mediate alternative splicing of circadian genes in Arabidopsis; (B) Temperature regulates the
splicing isoforms of CCA7; (C) m®A methyltransferases FIO1 and the MTA complex promotes mA installation on CCAT mRNA.



P A M 25 47 b 15 i 2 R CCAT I mRNAFA & 11
HEFF R I A Y0 (Wang et al., 2021a). H A,
mPAZ: I IEALEER 75 5 5 AR b 42 1 oK ARG

1.1.3 BERBE
Ve R AR E R R B, XA EA
JRFT R 7S (ARG GORIBR AL 14 7 28 0 FE 22, I T 2K
ERANE BT Ee, LLShZS e R0 A SR PR AR AL
Hir, OikiES 51 EY B E AR e EME3Z
RIERRAZTL (ZEITLUPE)X & H . COP1 (CON-
STITUTIVE PHOTOMORPHOGENIC 1). SDC (SU-
PPRESSOR OF DRM1 DRM2 CTM3)LA & SINATS.
ZTLE B E A 45 ZTL. FKF1 (FLAVIN-BINDING,
KELCH REPEAT, F-BOX 1)#ILKP2 (LOV KELCH
PROTEIN 2), & A1BE 2 — i )6 32 4 32 — Fb
F-boxf . =& DJReIUR M S 5 4 Veh i R,
{HZTLA % 3= S /£l (Sanchez et al., 2020). zt/538
TR AE R B I R AR B AL W e %M T BA
KRR A, ZTLE RIA N S B AR K E R
TG i (Somers et al., 2004). 7> FALH] E, #F 5% 1
ZTLft B 5 TOC1MPRR5 HAE, {2k — & iz &
B, M K A0 d i A (Mas et al., 2003; Kiba
etal., 2007). K[A] b, WFFE R A KRB CEIEZTLS
Gl 40 5 AE F, Gl — 4 i 4 % HSP90 (HEAT
SHOCK PROTEIN 90)3& [7] # B ZTL IF # 41 & A1 &
H, BN HAESE Rz ZHEEUBP12 (UBIQUITIN-
SPECIFIC PROTEASE 12)f1UBP13, i ZTL{E
R B R 51 [E IS0 1 ZTLX TOC1 FIPRR5 12 & AL &
fift o B SRIGET, ZTLIZHT MZTLIGIE AP0 RS, M
ML #EPRR5ATOC [ F4f#(Kim et al., 2011; Cha et
al., 2017). b4k, PRR3W 5ZTL3E 4+ 454 TOCA,
INE A RINEIZTLIF TOC B4 fi#t (Para et al., 2007).
COP1J& TRING-Type E3iZ HiE#H, A SELF3H
PRz =4k, 2 FR K BBX19 (Wang et al.,
2015). COP1FIELF3¥ 41 i = Gl & A 1) 2 &
ELF3AHEME N “adaptor” /5 COP1XfGIffiz F ik
FEfE(Yu et al., 2008). SDC/Z %7 F-box 4 15 1)
SKP1XEE A, HidRiAvk R BEA KK LD
#A, SDCRESZTLE A HAE A2t P A, H A%
I ZTL-TOCA P fif 18 45 KRS 2 18 428 A e Jo 3
(Tian et al., 2021). Song#HCarre (2005)# 5t & 3, 7E
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det1RAZAR T, LHY 5 FH 3R3E N AR $2 Al A 22 3 =R
A%, X g ADETASTLHY [ 84 s 3 /6 B sl Ja
sheeaG kB, 5 RAE R (Drosophila melanogaster)
SINA RING-finger#s F [F 5 I E3iZ # L EFSINAT,
A8 5 LHY A BAE H 2k oz =4k, mDET Al 4|
SINATSXTLHY iz A, H M0 A SR 4E R
HISINATEZHILHY 5 H (3 € 1 (Park et al., 2010).

BT, CHES 5 REIE I A E A BRI
&AM [ BB £ 35 CK2 (CASEIN KINASE 2). PPKs
(PHOTOREGULATORY PROTEIN KINASES)F#% 4,
21 X ECKLs (CASEIN KINASE 1 LIKEs).
4 5 B 20 AR b A O 2 CK2, e 8 T 1%
AR BRI S, 75 CCA1 HAE Ik H i iR 1k .
CCAT-OXf A AR K, $RMRE P, (HIdRIEA
REABER AL I CCAT LT3 2 5o i A 4 B 8 J R 9 i,
Ut B CCATEBR 1L 9 H R ¥ A H B b Zi(Daniel et al.,
2004). PRRsTE— K2 BA ] B3 BER B
(Fujiwara et al., 2008). Uehara%(2019)Wf 70 &8, LA
CKL4 MK 1 CKLs 2 % 1% 11 fig 5 TOC1 H1PRR5 H.
VE, FFIEHE = HOBERR AL AN AR o 18 P B IR AL T o 71
PHA767491 kb8, £ 53 TOC1AIPRR5 % [ R Jf
PR — F SRR )R IA & T % . PPKs (PPK1. PPK2,
PPK3HIPPK4)J& Tl 2 IR A | K ik, NLGIE S
PIF3 (PHYTOCHROME INTERACTING FACTOR 3)
TR AN FAf T ZB(Ni et al., 2017), [AIR AEfEEiE G
ZAKCRY2M BR 1k - 17 CRY2 A 3% 4+ 1 411 fil] PPKs X}
PRROBEBR A A, 5200 H A S s 1 FIDNAZE & fig
71, AV ED L 5R(E S48 1k (He et al., 2022).
PPKs/IF#XMLKs (MUTO-LIKE KINASEs), Jfif¥di#%
B, ELF3fe® 5MLKs It (Huang et al., 2016), {H
MLKs & 52 5B IHELF3 M A B ff . 4k, O-
FEEPERA B B EFSPY (SPINDLY) R 5PRR5H.
TEFEFEIE NS IPRRS, I8 (i i3k 1L B A i 45 A= M b
J& 3 (Wang et al., 2020a).

gi b, HATHRRRI, 2=, BRI AR HE AL
EWMBFEEMNS S RN E I R R O A —
RYFHIBAALA, F o4& A T e MEEiDNA
ghiGRe I AT

1.1.4 RIPBEFE
LZHEEYE R, ICCAT1. LHY. PRR9. PRR7.
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TOCT. GIFLUXWJEZNT X 357 1E LIk A I H 2
Aa, 3 H— R4S E S HRIEKFEY)
FHR(EI3).

i A P 4B (A 1) 2B A 2 B AL AR A T )
AV, BB EFHAT (HISTONE ACETYL-
TRANSFERASE) il 2 Z, i fk. i HDAC (HISTONE
DEACETYLASE)#:[Fl 4 . TOCT 5 371 L Bk Ak K
IR RBAR, WM, X5 HREKE—H.
T ML b, CCA1LHY 54 & A &1 & A 4 LDL1
(LYSINE-SPECIFIC DEMETHYLASE 1). LDL2BL X%
HDA6 (HISTONE DEACETYLASE 6)tH A, %5
HAETOCTINE B+ b IFFF (K H3K4me3 MIH3ACH
1BAMR7K T, AT F ] TOCT4E 4 K 145 (Hemmes et
al., 2012; Hung et al., 2018); RVES8/LCL5 (LHY-
CCA1-LIKE5S)I 5CCA1/LHY B s /e, Hilid 5
TOCTJE B T 45 AL HEH3 Z. kA, AT i35 TOC 1
K13 ik (Farinas and Mas, 2011). 75 & i B 11 &2,
TOC1 th 7] DL 45 4 LDL1/LDL2/HDAG & &4, B&{K
CCA1ILHY J& 8)) ¥ [X 38 ¥ H3K4me3 FTH3Ac 12 iffi 7K
7, M H# CCAT/ILHYH 1 5% (Hung et al., 2019).
PRR5/7/9if@ it HAR 57 FIEARIE ¥ 48 55 TPLs S HDAG,
JH PR CCATRILHY JE 8 F X Bk 1 Z Bk 1b K, #0
il = MR, T 4ERr AR e B (Wang et al.,
2013). CCA17Eil R ¥ HAF2 (HISTONE ACE-
TYLTRANSFERASE OF THE TAFII250 FAMILY 2)
MRk, (gt HAER T a BIRIA &g, HAF2EE 145
G PRROFILUXFE A IF1 JE 2 -, {RiEH3aclii, Mifi
BO% —# #ik (Lee and Seo, 2018).

HE A AL HHMT (HISTONEMETHYL T-
RANSFERASE ) i 14, 4t 22 2 F1 RS % 8 7k = 56 i, 2
R A2 AL EE 3 B 45LSD1 (LYSINE SPECIFIC
DEMETHYLASE 1)#1JmjC (JUMONJI C)% ji% . HF 5%
FHW, HEAFEEEEESDG2/ATXR3 (SET DO-
MAIN GROUP 2/ARABIDOPSIS TRITHORAX RE-
LATED 3)H ¥ 8 [1#:1# CCA1. LHY. PRR9.
PRR7. TOC1. GIFLUX3E K J& zhF X 5 [ H3K27-
me3. H3K27me2AIH3KOme3 /K1, MM iz H ik
(Malapeira et al., 2012). 4 [ % 3L AL il 5 A
JMJD5 (JUMONJI DOMAIN CONTAINING 5)L) %
JMD30Z: 5 4= Wyl B IR 1%, —# R T3
AWl IR . CCATH LB 45 & B IMJIDS5
JMD30() J& 8 LAl ik . IMID5AIIMD30

AT S5TOCTHHEAEHA, LFEHNHICCATLLRLHYMK A
(Jones et al., 2010; Lu et al., 2011). DNAF L LE
W YR P RT3 B 20, DNA FE SR il 5845 1k
T FEI DNA FF 5 A 00 1) 1) Ac 0 g B A 2R 400 R - A )
ST RFBOR IR T 23 4K (Tian et al., 2021).

IbAh, & A EEFMLK3AMLK4 7] @3 5CCA1 .
B4 G 2GIN BT L, N~ FH2ASOSHE Rk . 1
mik4FAE R, GIJE 37 X I T H2AS 95 1 i Ak, ek />
FHAEFEH2A. ZFIHA 2B KT BEAIR, 0 GIT R IA,
T SFE ALK B X T(Su et al., 2017). EZHKE
#%HHUB1 (HISTONE MONOUBIQUITINATION 1)
A H5EA M, TR TS5 HE A KT
Y EE FIH2B L KA AB M S H3 FE AU o i S 4 4K
iR, HUB12 51 # Gl PRR5. ELF4. CCA1
RILHY R IE, 1€ hub1 =A% 4k F ELF4. CCA1A#l
TOCT K 4 i [X [\ H2B .32 2 A 8 i 7K ~F B AIK (Hi-
manen et al., 2012).

gx b, HEALEAH SRR R R A SR
AL BRI Az RACSEA F A 281, gt —8
S W) G £ o 45 1) BUAH S5 A ) 1) B AR TR R R 5 AR )
o L TR P B SR TR

2 S S MR SN

VG5 SRR — AR IR E S, FT T A A
I ISR AR, G, SRR S B g
AR IS . AN (s BHEAAILEE S, Y
S (St i =Rse M AAOE N PN N e A S b ol e
AN KIE, At EREPHYs (PHYTOC-
HROMESs). &1 1% CRYs (CRYTOCHROMES). ZTL
FHE(ZTL. FKF1FILKP2). [f)t%&PHOTs (PHOTO-
TROPINs)LL 2 UVR8 (UV RESISTANCE LOCUS 8).
AR, TR T 6 32 R RN A Wb 40 ELAE X 4% O
TR, N2 5 AW 41 5 (R AF A6 52 24 P 42 X 2%,
H B9 A6 52 R 5 A= e 21 43 ) () ELAE IR AS A2 A A B R
JEIEIA B ot s BRI EE 7 2, 0T
BRE AR E R R CER,

21 XASBBESSEIH

211 AZRHEEEYHEEFEXRAREKBNFE
FFiE)

TR % T 1 R R AR K B (1 s SR A ot J 3 B
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Figure 3 A diagram showing chromatin modifications regulation of the circadian core oscillators

(A) CCA1/LHY or TOC1 interacts with LDL1/2-HDA6 complex to inhibit the acetylation (AC) and trimethylation (Me®) modifica-
tions of each other; (B) PRR5/7/9 recruits TPL/TPR and HDAG6 to remove the acetylation modification of target genes; (C) The
histone acetyltransferase HAF2 binds to the promoter region of the target genes to promote the deposition of H3AC and activate
gene expression; (D) The histone demethylase LSD1, JmjC, JMJD5/JMD30, and the methyltransferase HMT, SDG2/ATXR3
directly or indirectly regulate the methylation level of the promoter region of clock genes; (E) CCA1 mediates the regulation of
MLK3 and MLK4 on the phosphorylation (P) of H2AS95 and the acetylation of H4 in the G/ promoter region; (F) HUB1 is involved
in regulating the monoubiquitination (Ub) of H2B and the methylation modification of H3 in the promoter regions of target genes.



322 Hi¥R 60(3) 2025

%, A mENAE KK EWIRZ 5, Kb
R A PR AR A B TF AR 8] o 2 O 0 207 A
KRB M3 — B BL 2 7 2 5 K 10 38 B A A A4 B e
WETFAE, SN IRIFEE FRAEK M. Bal, ST
MR SR B, S 5 AR Wi 48 53 (o) 0 Bl R ELAELE A
S BRI FF A A P b R P E AR

B R BRI FTR 5 SR T e i O R 1. K H
MR, FTIRIE KPR, (R 52
&, HHBET, FTRRIEAKFHRAR, #HJHEe. 3K
M F T35 8 20 3 22 fh P AL R 2 1 % 0 [ -1 CO
(CONSTANS) 4% . COLEAE NI L BIE IR T,
AL IE R FTRIE, M2 i3+ £ (Song et al.,
2015). fE¥: 3% /KF I, CDF1 (CYCLING DOF FAC-

A B

KHMR

TOR 1) AN KM= COMF A+, BT
CDFs%j%(CDF1-CDF5). CDFsft H- R 45475 CO)
JE B B SR s I R T TPLR A ] COR &
ik . fEcdft/cdf2/cdf3/cdfSVUFARpA, ToibKHE H i,
COMIEFACPAETE IR & BT, WE/R% CDFs¥: 5
I R U 42 A0 R I RO e S R AR B
¥\(Fornara et al., 2009; Goralogia et al., 2017).

JE SR, CO M CDFsKR A& i 1 S F &
IR e M52 B A o 5 0 2 AR T [ 428 (1 4) o TE R 3¢
/KF t, CCA1LHYZEH R 157 CDFsi)# 5%, PRRY/
TISE T AR AH I AE R, #I L s%, AT H CDFsH)
FIA I AR BRI 777 /= (Nakamichi et al., 2007, 2012;
Song et al., 2015). e /K I, CDFs# H A3

EHER

CCA1/

CCA1/
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Figure 4 The diagrams showing photoperiodic flowering regulated by the circadian clock in Arabidopsis

(A) A simplified model of flowering mediated by the clock components through regulation of CO-FT modules (the black lines
represent transcriptional regulation, the red Lines represent protein regulation); (B) Schematic diagrams of how the clock diffe-
rentially regulate the expression of CO-FT under different photoperiods. ?: Unknown



EPEZFKF1RIGIT™ M 1. K HIETT, FKF1RIGI
FIALWAHRN G, YITE T IR BIEAH . FKF1 DL e kit
175 K5 ED e TR E B GLEAR, TR
FKF1/GIE &Y 3L 3 CDFs & [ B fi#, s COmY
], Mmifedt e, MHBRT, HTFFKF1AIGI
IZRIAB MAFAEA AL 2, A3 FKF/GIE &Y ik
TE AR KUk, CDFsHIBE il -7 Hiw, COtp# it
TR AR, M E IR 16 (Sawa et al., 2007;
Fornara et al., 2009). FRFKF14h, HZ KA ZTLIE
LKP2t it 5GIHAE, Z 5[ CDF2, MIif#krxCO
HIHE A% (Kim et al., 2007). HHT, il AFKF1/
GI-CDFs-COf5 ‘5 i % /& )t 52 44 5 A= Wy iy [7] F A Ik
FEEINAR AL, AT R AR ) (1 22 75 50

FKFUA AT i@ it 5 GIUE iU & ¥ # CDFs &
IR AR T Mok Ik 3 18] #2135 CO M Rk /K7, Hrf B
B 5CO%E A HAF K A4 COE H(Song et al., 2012).
52 Mk, Rzt FFCORFRETE, ThE
T ZTLHE # 5 CO HAE I f# f# CO% H (Hwang et
al., 2019). HWErH /> 1EH 55K P EXCOE AT
SEPERR T RIS EEE R . A AR, PRRsK %
A ATE— K 20 7375 5 COHE A BLAE I Fa e
CO, fR#t &K H i FCORM R 5 AL 1T (Hayama
et al., 2017). 1EZL%(FR)E M B A B R (RIFR>
2.0))5e B = 4 F R, ELF3AES 5 CO AR IFH{E#CO
HEBEf#(Song et al., 2018), JRK AT fE e Bt 5
COP1HAERAE X — I 7R TEgilelf3W Ik, A
W A 5 0 ' ) ST 8L 1) A B ) U 4% I8 Ak A
H, R GIFELF3 P [F1K 6 i BAS 515 8 45 v i
ek (Anwer et al., 2020).

212 XARBEEYHEERIEAELNTSFAES
Em

I JE BAAAN S e R A R FE A G (), 42 T VRl
MK, WHBKET, THRAIEMK, HFER
B IS (e Ko R TA B IAR . PIFs 2 4% N IRl A4 K 1 2
BT, HoAPIF4MIPIFSE = 20 /F F (Leivar and
Monte, 2014). N RE T EEVEA K B 2 07 TH R Z A 5
%, PIF4I5IFRIES 3 AW e s, —RAER A
FIWEAE, K0 JE W4 18 PIF4/5F 2 & % = (Nozue et
al., 2007; Nusinow et al., 2011); &k, PIFs®& AL
F R BBOE G B 3R B B B R, 72 1 R AR 2R (Soy
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et al., 2012, 2016). U5k, PIFsHTE 32 22 N4
BRI BUME A, WPRRs. GIFIECE &%. &),
PIFsE #1155 Nl KM H T rRE, R TRT
A= (E15).

K25y cca/lhy T AR ARAEAN [F6 B R 3508
FRIREIR A, 1X W] RS A [E O E H R PIF4I51)3R
KM A4 S5 (Niwa et al., 2009). FFE:40%F,
CCA1/LHY5SHB1 (SHORT HYPOCOTYL UNDER
BLUE 1)H.1E, 38585t PIF4R % s, M 5 (8]
W TR A K (Sun et al., 2019). Wi 047
PRRs ) Bk 2k SRASARAE AN [F] 6 JE A R 35 £ 0K T IR
A . PRRs# T 45 & PIF4/515 51 _E 11 G-box st 4
P HFRIL . R PRRS R L 7 & H /KT &b
FeFMIFE AR AL AT R AR (L et al., 2020), &
BIPRRsT] LU AL H KGR . Fitk, PRRs&Z A
2 5 FE VAR T IR A 2R K B TR o R SRR R
H HET 22 0H 5 2 35 3G K 0 T IR Sl R B AT RE R B T
H I FPRRO/7/56:M W FL R 33 & 5PIFs& 1 H.1E
T LR g I, TR iR Rl CDF5 /) 3Rk,
W [AIPRRO/7/5F%f#, PIFsE (1454 CDF5(1 )i 815t
FRHRIL, AR TR R AR, 75 4 fip
£ (Martin et al., 2018). 4, TOCA b n] i i 71 41
B 5PIF3EAR, $ i s is v, 5 AR KA
KIELA £k (Soy et al., 2016). TOCT— R AE % & o
R BFRIK =, AR B BT PR AR, DR T
PIF 341 % 35 7K ~F- R Bt 55 3 P (0 41 1) 3= B2 4 v 7 1
. T RBERAKITOCTI 2 ML, BN, 5
NF-YC (NUCLEAR FACTOR Y subunits C)fJ H.AE
D TR R B B ek, R TOC 75 14 A%
W55 7 H 5PIF3FHDA1SHI HAE, fli K k45 . H
LK (Yan et al., 2021).

ECHE & Rl it 45 & PIF4I5 J5 5 7, 767 ] &
W1 PIF415(1)% 5% (Nusinow et al., 2011)., ELF3#
F 17T 5 PIF4 2 A B4 i) e DNAZE & 3% % (Nieto
et al., 2015). BBX19{Z#ELF3#;COP1[#f#, ELF3
[17H T MECH GWIE Bk, {815 PIF4/51E 5% 1
R IR KB, AT JE R IRl A K (Wang et
al., 2015). giFRAGMRIEA 6 H T 3 R I T IR
TR RBE D &K L GIRIPIFSTE — K 45 o () I [A]
R FEIE 2 2 500 A @ R R R IA (Kim et
al., 2012). GIMMUTE#: F /K LR PIFSHIRIE, &
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VAHEPIFS R 15 (MRS e MEAN L S vk Bl GITETR K
R REfA, PIFSHR B s 48, (ERWIHT S (22t T IRk
=K (Nohales et al., 2019). L4+, GIFIELF4H] 520
PIF4) 3235, AN [\ % i JF 1) R Rl AE K (Kim
etal., 2012), {HEBMHLHIHATEE.

22 (ERES5%9%

AN EDG A 5 BE Tl I 6 2 Ak 5 AR e oy B

P, ] 2 AR - D605 5 A A K 1A= 4 e 4 5 1)

GRIRAT 5 R 7] ARV
PHYAFIPHYBZ 37l N A i 406 M4 15 5 5

BB T b i (Yanovsky et al., 2001). CHIP%#E

F W], PHYBIRIF 45 & G-boxF 5, Al H 454 GIF

A K HHE
TOC1
| PRR9
SHB1
CCA1/ l ¥
LHY . cl)--:
l PRR5

PRROAIIJE 3 F, 7l Ae2&— i 3l H+(Jung et
al., 2016). 4k, PHYBW fES5ELF3. LUX. CCA1.
LHY. TOC1MGIFHHAEH (Yeom et al., 2014), {H3L
S oy BAER RS B OAEE . PHYARAR
= ATV DNAZL & 25 H sk, 2 AR HIPHYA
AR Sy Al B 5 R 7 5 R 3 Rl 45 4 (Chen et al.,
2014). LiZ (01170 & B, @4 (E 5@ 2
N5 FFAR1 (FAR-RED IMPAIRED RESPON-
SE 1)fIFHY3 (FAR-RED ELONGATED HYPOCO-
TYLS 3)N4ERFELF4T TR IE T b 75 0ok, — 3%
B A CCATHI A 3h 7 ios He & ik, 1
PIF5F1TOCT /it 5FHY3MFART HAEHMH] — %
Xf CCA1ZR Ik I3 (Liu et al., 2020). <, CCA1

SHM

sHB1 @GE]
CCA1/ ‘
LHY

l PRR5

B
PIFs
ANV

BE5 R A B IR G R MRS N T AR A KA

(A) ARG 31T A o 22 S5 R 45 PIF ST ST BB SR (R AR B SR, PERARSR B e AMl); (B) BRMELR, AW phifx

PIFsE F/KF R FI MR R “x” AR TFIHE BT IEE,

“p” AR, ZARONIRRZEAREM. 20 KA

Figure 5 The diagrams showing photoperiodic hypocotyl growth regulated by the circadian clock in Arabidopsis

(A) Schematic models of the clock differentially regulate the expression of PIFs transcriptionally under different photoperiods (the
arrows represent transcriptional activation, and the lines represent transcriptional inhibition); (B) A drawing of the clock regulation
of PIFs protein levels and transcriptional activity in diurnal condition. “x” represent interference of transcriptional activation ability,
“p” represent phosphorylation, and multiple small circles of the same color represent the degradation of the protein. ?: Unknown



MTOCA W i B 3% 5 FHY3H.AE, ) Hoxf T e
B FHY T S ig M, M R A5 32 PHYA A 5 1)
W65 S (Liu et al., 2022). 51624, Wang
2:(20222)WF SR B, AEWBR AT FTICH K 1 5
AR, ARSI E MG R TPL, 8 R A 5 A
FESEPHYAR BT Efiim HEE, HTICH
HESPHYATAE, 5omHAR S AR AMA R TR B .
R SR — G R S R B A ILS, F
T RS TR S 8UR RS R FREE
B EFH(RIFRBE(K), i PHYB. PHYDAIPHYE: /&
A IE, MNTTTAR 52 PIF S I a3k A b 55 2% 11 e
Ko BVt 2 SRS T RGBSR M. s
FH3A 5% F (R:IFR<0.1), 3 &% S TOCTHI# 3K F =
I 4K T PHYA, 1 RVES 1] fE & PHYA #% 3% i
TOCTHT L % W s R, (R EARHLHI I AT 4 (Fra-
ser et al., 2021). Fraser%%(2021)#f 5t &K ¥, PRR7.
ELF3FIELF4 DAPHY ARG (1 7 A sl F A 58
Wik G ARk, TR I 45 & PIFI 8 2 7 i L i 5%
W, A TRAKRE T, #ins SRR
Ko PIFSGERT B PR 5E b (1 Wil i 42 A2 2E D) R U
4%, {HPIF7 A g2 = 20 4E Fl (Jiang et al., 2019). R
%1, PRRst@ L 5PIFs 51 R 53 HAE TP Hxt
N U R (B S, O S R RS AR K (Martin et
al., 2018). ELF37EMEPIIALLN T T IR A K &
ERE A VE T, T S5PIF7 BAE 3 F 9 H 45 4 DNA
fRE S, LAHIER % S 1IAA29 (INDOLE ACETIC
ACID-INDUCIBLE 29)L\FPIL1 (PHYTOCHROME
INTERACTING FACTOR 3-LIKE 1)3ik, Mz
TR A K (Jiang et al., 2019).
He%%(2022)1F 5t R W, Wb(E SN £
TR 62 ACRYSMZTL. CRY2 (ifiJECRY1)4¥F
FH5PRROEAE, A F#aE 5N, MCRY1HIME
FAMLHI FEATE 4 . ZTLE 2l i GI/ZTL-TOC1/PRR5
S5 A B A B (Kim et al., 2013; Cha
etal., 2017). 4h, ZTLIE S 577 KL ECHE (Lee
etal., 2018). LW KI, HESH SRS T
X ALE 3 S R FHYS R L F &9, ¥ 565
BRI N R A H . ERE S FEFHYS
MRNAFIEE AR R, TR 25 Ve B8 5 2+
M4 4, HYSE I PRRS. LUXFIBOAI X, I
ML AE % 5 J5 7K P42 CCAT (Hajdu et al., 2018).

THRAE: A 5G5S HAE MR Tt 325

UV-BY% Wifal 4 N AE 20 8f EH a5 58 K 5, (HAG i
FC R BLUV-B Y ik 3 4 5 UVR8 f1COP1 %5 5 CCA1/
LHYZE 2 OB e B R (3 5% o Zad R ML 55 KR
SCER T it o P s e B ], 3 BH I b e S T B R AE A
BT IR, R O A ST UNV-B O 3 AR e ) e At T [
#(Fehér et al., 2011).

23 RBESS5E9H
JEREBR G0 T B AR I 2 B oG EH 2, WIEA
() ' HE 5 52 T %) AR 4 ] b 8 R g ' 0 23 g 1 ity
£k (fluence response curve, FRC). J¢lEsmg594k 4=
Wb 3 1 815 Aschoff g ft: 0T 2 i T 4
BT HES AR &, EfEE LR, Jeakls
AW e SRR B ARG, RO R
YT RAT ST &, DGR S A B A S A R 2
1EAHC(Aschoff, 1979). 28T, # % HHT, 7ER A
FAIH G T Aschoff e K 4T LT AN E B B .
2022w, AW FRAYIL 8T T 6 ZARAEA
[ 6 FFRCHI 28, 25 K BPHYA. PHYB.
CRY1HICRY2#Z 5 % AU 6 (5 5 YL A
Bl ) 1 72 (Somers et al.,, 1998; Devlin and Kay,
2000). Fehérs:(2011)iF 51 % BUVRS 1 /- SUV-B
Y =Bl . MG RIFAS SYIGED BT R
(Litthauer et al., 2015). AT, X T RS2k H Ak
I FATAOET 22 K IXTA] A IR 0' o DA A A 458 A2 ) e
WIPE 1) 7r TR A — PR R
Farré%%(2005) & I prr9-1 5= AL AR (E FF 4 406
(11 FRC iih £k 1 9§ Aschoff & 3, 1M 76 £f 2L 16 6 T 1)
FRC i & A 17 T Aschoff g ##, ixX i B PRRO T fie
5yeag s vIm o . He%5(2022) (I Hff 78 it — 4B IE B 72
2.5-10 pmol-m™2-s™ 55 i Y [X 1], Bifi %5 e o fr) 1 o,
PrroJAGAA 1) A W e AN % e T, i BHPRRO A 55
W6 4 Fr Aschoff e fE il b 75 I AE W Bl R 1. 55185
J6F, CRY26E% 5PRRIEAE I T PRRI-PPKs &
PRRO-TPLE &R AL, k55 PRROMIBERR AL 1B
DNAZE G RE 7 Joon $8 J5k PR 1 3 s;c /R AT
BRI AE K RO, T CRY2%E H B #,
T T PRROSUE Dy ge A, T - B A 4y
HER(He et al., 2022). HIMLBEE, #)6ZARCRY2
Refit 54BN AL/ PRROEAE, {4/ 7+ BN Y6515
T 4 5 P A A e R 1
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3 EVHrhEEESHRA SN

5 ESME, BEBEEENRNRKT, AFBER
VERIZET AR . — D7 TH, R TN AE
BPFERFEL GRS BB N, A FAEY — & IR B A 2R,
PRI A b i 4 R AL 24 /NI BT A, 48 TR
IS D3R P T 5 | e A e MR A R IR AR . 53— T
T, EWeh B A U6 #MEYE (temperature compensa-
tion, TC), HIEMEiMxtFasE, RARMEIPLTIRE
73, TH X I B A R B I R (A I Y N ) I AR A s
ok 55 B WIS ALl 24 /N HE SE (Buhr et al., 2010; Avello
etal., 2019). YT AR 5 Bl 2 A P08 1145 18
FEAS 5 N Rt PR AN D7 T, A B,
AT 53

31 BREIS
FiE T HARMEE R, 752N WA 85
WEE, DRI A A iR FEAF 5 (R 80 DA K RLAME 5 [l 2R
Vel RO I RE, X T AED R AT U R R
R AR KBRS EREE XTI ED
PRGNS, BRI A E ), Bk
FARFE AW RGEH 5y, 8o S5 R

(1) BEFESED R R ARG WES, i
UM SRR . R R AH2A.Z2 55 B w3 DL 3
R IE . IR T, H2A Z MG i o 5 K]
MR IR BRI, AT A 0t il P55 e 1, 35 FR] ) % 5% (Kuu-
mar and Wigge, 2010; Cortijo et al., 2017; Xue et
al., 2021). [Htt, M DNAEE G 44 45 ¥y 2 i 5,
H2A.Z 5 o] BE A2 iR 32 1k o EW)BVEC A M B 7
ELF3W B 5SEF HAE, #%SWR1 (SWI2/SNF2-
RELATED)J 4 )il ¥ E &), HTECH B K45 &
Br 5 X I H2A. Z A . ECHE LK PRR7FIPRRIJS
HFEEE s EIH2AZGIREE AR DA 2, 52
I RIEFI A A (Tong et al., 2020), iV iEE
&5 AT DU B Y A 2 TR S BT X
H2A.ZE NFIFE B R0 S 8 2

(2) U T B ) e R 4 0 o A e R )
SRATAT AR BYHE . FAIR T DR 7 iR e S R 4% Ok
PR R, =i oS P S R T ) Rk it
T e s /K1 I 20 K 4% (Yoshida et al., 2011;
Quint et al., 2016). Kolmos%5:(2014)Wf 7t &1, ik

7 & F1HsfB2b (heat shock transcription factor B2b)
A B 3R45 G PRRTIVJE 3+ A0 R IE, 1z #EnT
A2 505 mRAE 5 B AR B % O AR A8 N
BEX AW 25 HEE . CBFs (C-REPEAT/DRE
BINDING FACTOR s)/& 4 N2 K5 5 1A% O
SE Y, RIE AT 5 S RVE4MRVES M 4H fift 57 3 A 48
A% B0 CBFs I 32k, 7] I 3k G 3 s 4 i) Y]
CCA1/LHY R F#fE, 24~ Z {2 dECBFs iy R AA, ik
M4 = A B N 2 6E 71(Dong et al., 2011; Kidokoro
et al., 2021). WAk, KRS AT EE R BT
CORZ27 (COLD-REGULATED GENEZ27)L)}:COR28
1R 1%, cor27/cor28 X% 5 AR [ HL A il Be 132
(Li et al., 2016). J4b, i BEARAIE 52 K53 A )
e DR ) P AR B R

(3) W A R S Bt R BAE R PIF7 mRNA
(1) g S5k Ak, AT 2 0 32403 . PIF7 mRNARH
BERIA N BAF RN R -REEH, Bl nT 38 o i T 1% 45
F, R HmRNARRH RS . PIF70R B S A5
5, HE D AR R BB R R IA, AT HE T R
1 (Chung et al., 2020). A= ¥ %81 41/ ELF3RE 5 PIF7
AR I FEDNASS & RE 77, AT 2 5 R 458 38 5 f
M(Jiang et al., 2019). HE&AEMEEFFIRNAT
SERE RS2 I B M TE R A A

(4) WEEPTSCE R AREEE R . BEE R
FE I TE i, PHYBI#E S E FK A4, =
FEPHYBIH G 45 PFrifI Prig Az, 4i % i Pfr-Pfr—
SRARMG AR ) 32 P 35 A, AT (i ik PR A Ak
FH SR A () # 35 (Jung et al., 2016; Legris et al.,
2016). JaZ:WtFe kM, WEAGHIPHYB ) i i 4% K -
WA 7> B IR AR (55 . PHYBIINTEX Bt 4 IDR
FE A, 2 Fema SR FE (R S e 4, i Cog e i 55 SR A
PR MEIE . 24PHYBALTPrIR 21, NTE
B AL TN B X, HIHI Cu I S5 /8 71, A4
HIPHYBY:/MAIIE . PHYBAI B LLPSH) A5 vl i
Hh T R R B8 /N, 1 B LA S B 1 R SRR,
R e )8 A T P AR o T B U EA V2, PHYBRE B3
HELF3E /R IR H AL E M (Liu et al., 2001), {H
B FIEAS T A PG 2 F L S R M ANE

(5) WET I FELF3RAWAH /> . HELF3.
ELF4FILUXZH B ¥ W 18] 52 A 4 72 PRI IR R4S S5
A i < B A K F(Huang and Nusinow, 2016;



Ezeretal., 2017). Jung%5:(2020)WF 50 £ 8, A 4kh
HIAZ O 215 ELF 3 /2 — Ml 324k, HopolyQ (Po-
lyglutamine) X 38 & A K T4, M iR T
ELF3M¥AH 2> Bk #, AT 278 FL DNASS & 3 1t i %
SEAMHIAEF o IR A B R 2 ELF4 M ZE m) AR (1 4% 3 18
FE, KR A BT H N ZE AR Z), i AR A )
A g, I U 2 A ELF A 1) F% 2 M T 48 AR 350 25 0 b
AZ R (Chen et al., 2020). JGEE S 5HEECHDNA
SEA SR AN B FO B IR I B SR s s M, IR
EC45 & DNARI e ek, B IR 1+, JHLDNA
SEARIPRAK. ARSI R T, LUXE & BEAERM
DNAZ; & fig 71, T LUX-ELF3{IDNAZL & fiE 1 2,
it FIAELF4 R B 98 ECHIDNALS & 3% 1 (Silva et al.,
2020).

(6) TEE T BRI ZTLE M e E k.
A AR ZTLE A B, R — DS A E
FIHSPOO, {23k 41 i py 485 12 47 S B A M B 4T & 900
By EE PR A, AR E sl T AR B R 4,
FE mAE Y SO0 FA I (1) B 71(Gil et al., 2017).

RO IR TR, R AT AN Rk R R A [
T 5] S AE P L R ) RIA AR AL, (R RE R EETE 2
FOCRREL RS T, RIS A Y548 . Salomé
4£(2010)WF 5t % B, PRR7/PRROZ: 15 441149 #t Fr I, &
TEAYN APt A2, 2 BRI > THLHI HAE 2

32 REiME

A e {2 R IR R M T R SRR I — LR R A AR
W E . A eI P2 5REAMER YY)
Bh2H gy, BHF N RO EEFIGfE T 12°C. 22°CHI27°C
TAF RSB RIMH Fs sl 2 57, € AL/ 5 I iR
FEAME B HOR A A, S FLC. GILL ) ZTL%S
(Edwards et al., 2005). Gould%:(2006))5 40 7T &
B, GUAYERF i AT T AT fr i, FLC
D RefR I 5 e e PEAE i i T R I AR, i
Tk PR PT g S8 I R LUXCER (R R IR W {E 1 K 2 5 il
JFE #M2(Edwards et al., 2006). CCATFILHYZAE 3
I RIREAME o 5 H B TABRAFIIE, prr7 9 TAL
A 0 A e ) A AE i B M, amiR-CCA1-
LHYIprr79{#) i JA 2 AL ) 5 &AM 5 T amiR-CCA1-
LHY#E &M —5, W CCATILHY S PRR7/9
VR AP IR M A T A — 8L il i, (R Bk

THRAE: B 5G5S HAE MR Tt 327

T-HL#I A %1 (Salomé et al., 2010), Xt BIPRR7/9
NSRS SIS AR YRR G S R
BB A R 1o Ak, RVESS A= b Fo 303 f i 42
W2 LM, fE22°CHI27°C T, rve87E At i)
B ] IAR LL BT AR AR G, TTAE17°CL 22°CHI27°CF
RVES-OEN) AW eh JH A . A2 i, {NE12°C &
P 2R AL A 7R ) ) 13 7 (Rawat et al., 2011).
JMJID5 2 5 iR AME IR, B IR T, IMJ-
D5 JmRNA K& & H7KF- EF+(Gan et al., 2014); JM-
JDSIfEH R 5 7E il I B A 3 ) R R
B, 1% AR AT AR I R R T AR A B R PRR7)
FIE KT (T R 5 A SRk /K ) 528 (Jones et al.,
2019). TEFES G /K, AT AR B2 ) e B 5 R AR A 2
SR EAME T FE . 2 SKIPTh LB G, 17°CARIE
T, AR AR AR, A AR T A U R T
TH =B < (Wang et al., 2012); SICH 3 55 4b
153 7% (Marshall et al., 2016). 7EHIF)E/KF, &k
T, CK2AI W ER A A=W B (1) 1% 00 4H 53 CCA1, JEI I
5 HDNAL & e 112 5 EAME(Portolés and Mas,
2010; Marshall et al., 2016). ELF4[{Biizibth 25
WLREAME, BEA IR (T, elf4-211 (ELF4%*h) 58
P R 2R R U B i 2, R MR %
(Choudhary et al., 2015). SUMO % H [iff OTS1
(OVERLY TOLERANT TO SALT 1)MOTS2(3)kE
)RR R AR TE il T AR A B R A R B 5 B AR R T %
5, EERER T EABEEEK, RICVIMEAR. 5
Z M, SUMOEH:#ESIZ1 (SALT INDUCED ZINC
FINGER PROTEIN1)I)REHk )5, 7EARIR T A%
FMEBAEMIEER, HEERRT, AHEER
i1, WEI NAMEAR E (Hansen et al., 2017). A[FIIE
FEN, -0 A A AR R e 2 5 R A
. Cvits 5, GIV S FRIZTL TR 7 7 S 3%
F AR E T il B 3 I EAERES, ZTLE A K
FREA, AT B8 A K (Kim et al., 2020).
M IR] AR W) 2 0, Il M - LRI 72K
WA TIN B BB B S R S 14
H20 B R BUCE AT E U AL 5 TR AR
M2 53R B Bl XA R Rl AR P R G
OV HOA2 4 B T I (ST, R PT AR B B2 R
FHPE S AB S AS TR B B 4 i e 1 35 mT 2 il
FEAMEE I AR, AH H X iR A ME B B AR A AR L,
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AR R A W O TR A R BT S LW AN

4 REEDREIHAS RRXIRZER

BT U I A e 5 AR R A R A K R B R
R EZEER, KRR EKFE(Oryza sativa). K
& (Glycine max)flE K (Zea mays)SEiEEY K
ST RG] T T R E O, (A H AR EEY
PIAY R TTELIN 28 0 AN i Je o — 7 A2 B T4
BEE B R BR A, AR eI I S A= 2 1 R I R
G g S s e VR AR B A IR R I 5 — T T A
BT AN A= H I, R85 B 70 58 Sy A e ik [
X EER 2R B R 512

FRT, R [R5 5 DR b o« 4 3 R 20 ¢ BBk 0 HT
(GWAS) I fi7 7 e 55 07 v, fERR B EDh B % e 31
W2 5T FIRAEYBIEEE, HOCT X e g eh
FLDR BT AR IR, 0 AR T AL R R0 b 380
PTG 2r FALGIE LS T R . R TR S
SEEIRY BOKFE . KA B KSR R b AR 5
Rl )73 T D ge B Fo i i A 20K

4.1 KEEIHERFAFTIRK

JKHE 2 B A A IR B IR AR, SRS I [
() 4= e J2E R A 45 OsCCA 1. OsPRR37. OSPRR73.
OsPRR59. OsPRR95. 0sTOC1/OsPRR1. OsELF3-

R/L KFEAW B I ThRE 2L 45

Table 1 Functional summary of circadian genes in rice

1. OSELF3-2. OsELF4a. OSELF4b. OsELF4cHl
OsGI%: . JLEF H i ik 88 /K R A8 W e 22 [ 1A £ E A
MG IEATERE, BREFAERHEN 25
HREKRErMAEE . e ERH . (B MR
o8 S A 2 R (R )

OsCCA1 (JF#Nhd1, N-MEDIATED HEADING
DATE 1)7E W42 /K e B B4R 2R 77 THI S 22 6 F 2L 11
EFH . OsCCATH R T HEUKREHFINLEIR, —J7TH,
OsCCAME N#e s ius H 1, 181305 OsGIl-Hd3a
(HEADING DATE 3A){& 5l e #tF4E; &3 — 751,
OsCCA1 A Ak Jy e s i K 5, 41l OSPRR371-
DTH8 (QTL FOR DAYS TO HEADING ON CHRO-
MOSOME 8)ft1 %%, iBitEhd1 (EARLY HEADING
DATE 1)-Hd3af5 ‘5 il % {2t J 1k (Lee et al., 2022).
OsCCA1R] LU A R I 4 P4 16 15 5 18 45 7K g il
REMorEE. FELEAR I OsCCA TR IA(HLEZL
Rk FRIL, OsCCATMIA] IEi#=OsTB1MD14 113K
LA > BE. thAh, OsCCA1H] BT OsAMT1;3
(AMMONIUM TRANSPORTER1;3)/OsNRT2.4
(high-affinity NITRATE TRANSPORTER 2.4)%
ik, YA K REAR Z 6] B (R SORIR (1 3 i . FH IR 2
FAMEF, OsCCATIA T & i 28 3 MR WS A ) FH 2 2
(Lietal., 2022). Wei%%(2022)H 5 % H], OsCCA1iL IE
AR RE m L TR ASE A rNE N, KR

R A4 HK LRI [R5 A Z: 5 (1) AR ZHE R
OsCCA1 CCA1 SN IR NS EL T Lee et al., 2022; Li et al., 2022; Wei et al., 2022
OsPRR1 PRR1/TOC1 FFAE R [8] I 42 Lietal., 2023a
OsPRR37 PRR3/IPRR7 FFAE S R 4% Kwon et al., 2015; Hu et al., 2021
OsPRR73 b T3 T S R A6 s [) 3 s Liang et al., 2021; Wei et al., 2021
OsPRR59  PRR5/PRR9 JeE BRI E . FFIRE RS, Bk R Chen et al., 2022; Wang et al., 2022b
OsPRR95 kAL
OsGl Gl NS TINA IR A d IR Bl Izawa et al., 2011; Wang et al., 2021b
OsELF3-1 ELF3 ENSEL DI B AN IR Zhao et al., 2012; Wang et al., 2021b
OsELF3-2 TE i S N . R N A fER Zhao et al., 2012; Ning et al., 2015

T 42
OsELF4a  ELF4 AR . TEAER A s Wang et al., 2021b; Xu et al., 2023
OsELF4b
OsELF4c
OsLUX LUX 5 36 P N RN T A s 1) 1 4 Wang et al., 2021b




TR AR TARAKT 2 b SR BE UK
OSPRR37AE A5 7K A8 I 25 1 S 7 T R %5 2
AR, FARAL R AEKFE S P I R e iz B
Fi(Koo et al., 2013). B I EECKIFICK2akE 5
OsPRR37 B s H 85 Fi P . OsPRR37{EACCT
FIE A, 8% Ehd 1M Hd3a k) 2 ik R3]
K FEHhFE(Kwon et al., 2015; Hu et al., 2021). OsPR-
R371 [ i 3 [X| OsPRR7 3[7 B EL A $ il /K Fed FF- A€ )
ER. fEKEHET, dRIEOSPRR73¥2: 58T
TERF A EIR . OsPRR731A & 4E I [A] 3= Bhid i 245 &
Ehd1#10sCCATI E 81, i EATER B I ik
(Liang et al., 2021). It45), OsPRR73i# it 50sHD-
AC10fIAHEAEFH, 1| OsHKT2:1 (HIGH-AFFINITY
K" TRANSPORTERSZ2;1)ff1%% 5%, 15 41 iid PINa"/
K Fads, AT 38 5 o #5360 1 f 32 12 (Wei et al.,
2021). Chen%§(2022)%t 7t #% ¥, OsPRR59410sP-
RROSE#Z 5 GG EH, HRIE W23
. KHETF, OsPRR59T H 545 & Ehd31 3 5
TG RIE, B EIR KRG . thah, JadiEd
ALY NN 5 3 k- SR Y & (o M LR 7 S
# IE %77 8 (Wang et al., 2022b). OsTOC1EL ] 1
N SO T AT AR i st A, aE TR AN [ )
AR RIS AR VB i 42 . I RIBOsTOCT T8k
FEHARIEIR, OsTOCT-OEH Pk IE B H Lb B A 7 5
LI EERCRE . Wb, Li%(2023a)f n k], S5E4
A Lk Os TOC 1-OEE A 22 L H 5 55 9975 J5 B pit:
IKFEEL 24N ELF 31 [R]85 & 1 OSELF 3-1f10sE-
LF3-2, 3/1~ELF4[{ A5 [1OsELF4a. OSELF4bAll
OsELF4c. fE/KfE# 5, OSELF3-152 | N\ Tk
B, MK EGERE AR, FHET,
OsELF3-1i it i#E Ehd 1A /K R s A 32 1, (HKCH
HECT S g db Al R - & ¥ /E H (Zhao et al.,
2012), OsELF3-2F %2 5K FEHuimtE % (Zhao et
al., 2012; Ning et al., 2015). OsELF4s> & H 8~ i
PR RGBT 6 7, (HAH G/ F WL HE AT 2 .
OsEC1/2& —Fi H1OsELF4a. OSELF3-1F10sLUX4L i
MEASEY, T HES G2 OsGIN & 3+ E i
HKIE . OsGIl— 77 THIE L 1 2 Hd 11 32 35 52 M Fh R
), 59— 5 T 1 3% R iiENa P KA S i s A 2k
OSHKT2;1/2;3/2;4 11 % 15 L £8 35 W i8 . Wang %%
(2021b) Wt % B, OsEC1 th 1] i it 14| OsPRR73
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FHd 1R SO KRG, %R RS T
OsGliE . OsGIE AOSEC -4l A I AN £ a6 iy
LR R, JLIRARARTE K H B R I H 1R A A
Ko it & i ie F Y (Izawa et al., 2011; Wang et al.,
2021b). B4k, OsGIE AT 5K FERFAA AL 3% R 1
Ghd7 (GRAIN NUMBER. PLANT HEIGHTAHIHEA-
DING DATE 7)fH HAEH, {&i L FE#, OsPHYA
(PHYTOCHROME A)f10sPHYB##]0OsGl5Ghd7
HABEAE, MifEGhd7E F(Zheng et al., 2019).

42 RIEYWHERFFIK
KRG RAWBPUREA, FH. XCFrEi e, H
A [a) 560 6 Jo] A% FEBIURR, & G 7E i 26 B b X
o Kb K G 5| Fh 2 R 7 FRE e, A 2 B 3E
PERT, SEOKG T RAEY R BRI, ELF3TER
G FEYERE Y (JUVENILE)T] $2 m Kk 5 Ik 26
b DX P38 1 (R 2) . JEE AR DR 1 Th BB R T BOR S
BERAKHEEEK, R GAEFIERTRIRARE 2 M
Y BT, ST R AEAR L B R X 77 AR A PR
il X AR K G AE R KA B XA DAHET T (Lu et
al., 2017). LUXW [R5 35 BRI 7E K & T AR R 1 4% o [H]
FERFERETAEH, = GmLUXTMGmLUX2K) K&
FEFRLE K/ H R 2 3R 00 Ao e fE R, & XL
RAF 2 FHUK T3 06 A 1R 5 B8 J1(Bu et
al., 2021), RUAEMEIECH A2 K56 A B % 1
LR T

JHE K G TFAEAM IR 7 E1 ) B3 S R 1, J
HATGEAIEETR G 2T E ) 5%, @R
X2 LR FT2a (FLOWERING LOCUS T 2a)fi
FT5arf i, 3 et K E /a5 H B R E(Lu et
al., 2017). GIE R ZH RIS FE2, E2LafIE2Lb
4 e B T R TU Ax 3th 2 5 18 5 K G T A6 B T AN R o
TER. R IX, e2 98 AR fk 2 P F AL H s ik
ZHER(Wang et al., 2023). TR RILFEZ 2
iy K GECE At e A RIS M 7. Liuss
(2008)HfF Fi B, K H L4 MPHYA, H
GMPHYA2 (E4)FIGMPHYA3 (E3)/& % & #7148 1
R MAHIE T, 200 F @S FE L R R
SRR . E3/EAT HESLUXE A BAE, FIGH
FOE M, fRHEETRIAET T B L (Lin et al., 2022).
AL, Qin%E(2023)8F 5L &M, S6F MG IMES3/E4 S
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T2 REAN L T B S A
Table 2 Functional summary of circadian genes in soybean

eI 00 R 77 [ Y AL R Z 54 it S 30k

E2 G/ FFAE R (6] 842 K0 7= 2 il Dong et al., 2022; Wang et al., 2023
E2la

E2Ib

GmLHY1a LHY - 5 e 3 v N D T A B TR R 4% Marcolino-Gomes et al., 2014; Li et al.,
GmLHY2a FAERT ) iR 42

GmLHY2b

GmLUX1 LUX TFAE B Bu et al., 2021

GmLUX2

GmELF3/J ELF3 FAE B[] 3 428 0 2 Folp 3 o 7 Lu et al., 2017; Cheng et al., 2020
GmPRR3a PRR3 5 i 3 v S RN A B 1] 1 % Syed et al., 2015; Lu et al., 2020
GmPRR3b

GmEID1H.AE, M| K 5IE A rHEAERH, {2
IR AR W, BT K I GmFKF1/GmGl
(E2)-ECH AT “ A B BH P4 7 %of K 55 i ik
MESCEZL, AR, WOLMIEGmMFKF15E2M1) B AE,
IR AR AR . W, T GmFKF15E2
e, JE A ZHIA RIF 5 LUXE &L IMECH
G, ZEAEYRIS KRG TEE21 3 3 DX 340 ]
H#Eik(Zhao et al., 2024). K HIE T, JE A KEEM®
IR T T ETR S, 3 — PR EETFETLbI K
L. W HIETR, i TFESME4ATIAERTS, A GmFKF1
AIRE LA SE2 R B M E AR MIER, &k
AR HBTRERM, FILETRRIEKFRAL,
FEKERFIFIE(Zhao et al., 2024).

PRR3TEJLFG I I BIF ST AH 0 80D, H G ] s 2
Kl Tof11 (TIMING OF FLOWERING 11)#1Tof12%}
TR R ] v 4 b X PR A R . R AR
B, E3/E4 T £ PRR3a (Tof11)f1PRR3b (Tof12)]
#iX, PRR3a/PRR3bU A #ii] GmLHYs/IGmCCA1s
& 15(Lu et al., 2020). H5JIEATHREAEL, HGmL-
HY1a%mt5 1) Tof16 47 x5 B iE S R A Bh 1K 508 M.
A X, Hizid s FIEA. EHET, Gm-
LHY1aFfIGmLHY1bY)y RER I TEAL A i 35 $ w5 K 5 7™
BIFEIRTFIE . GmLHY 1athi@id B 845 & Mk E1
IRIL KA T8 WIFF 1L % (Dong et al., 2021).

B JFAEI A2 48, Cheng®:(2020) % INaClit
HALESIMERE . Sha R, JEA 8D IR EE

TN Vi A i 8 35 TR ) Rk R i AR . K E2XHEY)
F AR I8 YA O AR . e 200 RARARAE & 4 E
Hby DX FR AR B TR B2 1, 5] B 7 2 4 s (Wang et al,
2023), a5, e 298748 il i R O S AL P i AN
B 1 S (ROS) R I H i 5 % 5 (Dong et al., 2022).
TEEERL T KRG A B W RIE, GHELCLT.
GMmELF4F1 PRRs 2% % [X| (Marcolino-Gomes et al.,
2014; Li et al., 2019). K& LHY/CCA1IA J§ % A
GmLCLa1. GmLCLa2. GmLCLb1HIGmLCLb27#EF
Spam i B HEMEH . FRME T, GmLCLs
VU A5 A (R SR 7K 6 L B A R TR AR, TR i th
JEIR T GmLCLsE: I (I (E %35, RPIGmLCLs 5+
LB 8 [ AR B R 1) | 4595 & (Yuan et al., 2021b).

AN, FEREPHET, GmLCLsIUZEAZRABALS 5 AH %
HEHE R RIEETE, WMPYL17 (PYRABACTIN RE-
SISTANCE-LIKE 17). CYP707A (CYTOCHROME
P450 707A). ABI2 (ABA INSENSITIVE 2)1SnRK2s
(SNF1-RELATED PROTEIN KINASEZ2s), VLR %+
Fria(Wang et al., 2020b; Yuan et al., 2021b).

Syed%5(2015)Wt 7t KM, T 5 %M T, GmPRR3%: A
W4k AT A BTH% . GmPRR3A 5 GmPRR7 A1Gm-
TOCAYMEMEH, SLBLT 5 Mpie mi .

i b, KA ZBHA BT 22 516
W e Y B AR a m B AR, (H
AV R FEDERE S RERERAERKKE
TR THRAIRTT



4.3 EXREYHERFFIRK

FORR A, EHE, BFrHREEY, RIE TS
VAR, IR ARG N I M . ROR M RG
I i DX A7 K A o o ) AR B A1 o I AR
KT FREWH RGMTTIE LRI, HORKMITZ
SR FVE IR SE K, InZmCCA1. ZmLHY.
ZmTOC1. ZmPRR73. ZmPRR59. ZmGIM ZmFKF1
(%3).

ZmELF3.1f1ZmELF3.2%& (1 7] 5ZmELF4.1/4.2
FKZmLUXA/2AHEAEF, TR K B 2 A& PEC.
ZmMELF3.1/3.2 & ZmLUX1/2 [ ) it G 2 5 AR AR AE Ko/
5 H IR SR AL 2B IR R AL . Zhao% (2023)Hf 7t
FUA, ECTH BB G640 ] 2 K (i1 ZmPRR37af
ZmPRR73)[\315, M H 55 F X T Ui e 28 2k R 3R
EHIEIER, CAREE(R . HAl, 78R KA
ZCML288H1 % 5E H1 34N ZmCCAT T A8 B a4k, B
ZmCCA1.1. ZmCCA1.2MZmCCA1.3, H4y H4wis3
FARMEATE ., F5MiE%ESFZmCCATHIRIE,
A 3 58 T AT R a1 2 1 . TiangF(2019)Hf 5t
FKW, ZMCCA1 1R R R Pl F M B AEER, 1iZm-
CCA1.2MZmCCA1.3M/E AR AN e GIHE R K
H2ANEVEREN, L ZmGER L ER . KHIE
N, iR, (BT H BN H T e 8] 5 B A
R L Z R . A, ZmGITiREH B AR NE =K
) A B AR K R A 7 e bk v S A 2R (Bendix et al.,
2013).
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Table 3 Functional summary of circadian genes in maize

THRAE: B SO S S HARM AT it e 331

gi b, BORBZ MR ED M RGP
22 56 R T AL A B AR Y
N IR, ORORA RN AR B R g ks Al 1A
VIR AR .

5 MRRE

B ONEAE L RO IR Y SR R R AR R 4
INEYIER . Al BIE Sy o LL3ERA 10 IE % 18 7%
AR A7 R R TSR M N MR BB AR AL, AL
VR A (0 R BEAT e & 1 PSR B &, 782 [ AT
YIRS Sk 4%), WIS B A K. RE . TF
FEANGESE, o TR I R A A3 B R L

LA B RGBT AR R O IR 6
SHAMEAR . ThRE M HT B S-B i R R i T . H
B, XA LR % 2% OB 414 s - I RN I BT 9
DB, HERETIG . B VRIS M WAS 2 T X
BT EEHRE, EIE YL AR AR .

(1) ¥XJEEH, U2 AW R mRNA L
mOAIE T, (% T mRNAGTIE 1 F 0L 2 T g i
BRZ RGEMBTI. AN, mCABH & SR,
H A1 95 78 2% I mPA R S 5 R B 2 5 3 42 2 1 B
31, mOAZ: AL Bl AR 7 R A T 5 AR 0 B O A i
. BRAR, KHB A Ay B DR B A AE A FE T R T AR
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IR TR o

Z 514 AR S 3CHR

Bendix et al., 2013; Li et al., 2023b
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(2) B )5 Z1H, R PRR7/PRR9 5 TOC1/
PRR5 & AR, HRZTLEER A HAN T H W
ZERMEME, ZTLR R PERRETOC1/PRR5T EPRRY/
PRROJJF K & 42 PRR7/PRRO B AR AL S
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Advances of Plant Circadian Clock Response to Light and
Temperature Signals

Chen Su"?", Yufan Niu™ 2", Hang Xu" 2, Xiling Wang', Yingjun Yu', Yuging He", Lei Wang"?*

! State Key Laboratory of Forage Breeding-by-Design and Utilization, Institute of Botany, Chinese Academy of Sciences,
Beijing 100093, China; *University of Chinese Academy of Sciences, Beijing 100049, China
3China National Botanical Garden, Beijing 100093, China

Abstract With the sharp change of the global climate, the ecological environment for plant is becoming increasingly
harsh, therefore the molecular mechanisms underlying how circadian synergistically interacts with light or temperature
receptors to transmit environmental signals and rhythmically regulate various growth and development process received
widespread attention. As an endogenous timer of plants, the core oscillator of circadian clock is composed of multiple
coupled transcriptional-translational feedback loops (TTFL), and it is modified from transcription, post-transcription,
translation, post-translation to epigenetic levels. These multi-precise regulatory mechanisms ensure that the circadian
clock can be synchronized and reset by external signals, so that the endogenous rhythm matches with external cycles,
thereby endowing plants with the ability to optimize resource utilization and tend towards the optimal growth, which also
has an important significance for guiding the genetic improvement and domestication of crops. In this review, we summa-
rized the multi-level of regulatory mechanisms of core oscillator as well as the molecular function of circadian homologous
genes in crops, thoroughly described the interaction network between the circadian clock and the light and temperature
signal pathways and give prospects for molecular breeding based on the opinion, which provides new ideas for expanding
the environmental adaptability and optimizing agronomic traits of crops.
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