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Abstract
and economic development. Heading date is one of agronomic traits in rice, and directly controls seed-sowing

As one of the most important staple food crops, rice (Oryza sativa L.) yield influences food security

stage, yield, and regional adaptability. Heading date is a complex trait controlled by multiple genes. Moreover,
there are complicated interactions among these genes. Heading date is significantly influenced by abiotic stresses,
such as salt, drought and temperature. Exploring the effects of abiotic stresses on the rice heading date and the
underlying molecular mechanism contributes to breeding new varieties with high abiotic stress-tolerance. Herein,
we discuss the molecular mechanism controlling rice heading date and the effects of abiotic stresses on heading
date, which provides important information for breeding rice new varieties with high resistance.
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HIRAL A (quantitative trait locus, QTL) A 700 £ 4>
(http://www.gramene.org/qtl), 7E/KFE 12 kG Efk
B9 3 A o 8 A T B I 1 38 A 2 R T B (1)
K ARG R R 4 S N C 4 40 24 (Kim et al.,
2018). /K G2 2 B L 2 R R 3L FAE F 145
B IR A R AR ) B B R B . /KR 2 A H
Hi(short day, SDYFEY) , %5 H B2 s, K H #i(long
day, LD)JI| 31 ##(Zheng et al., 2019). At Z= &4
HEM WG, TEM B A R, #7718 22200 A H 2
WiEH 1. Hd3a (Heading date-3a) 1 RFT1 (Rice
flowering locus T 1)72& 7K H ] e 28 2 D], H 2 A (1)
AR R K R e AR I B0E R T, Hd3a 5
14-33 A% S, BB AMRZ T 5 XHT
OsFD1 H ik 16 2= W0s 2 &k (FAC), U Os-
MADSI15 FJ3KIA, {2 idt i f#(Taoka et al., 2011). %
WIS 5 P LA S B0 0 ) i A 3% 2k T 1 2 4l
T KRG A A 2% TR B R AR AR R B i —
%% L Hd1 (Heading date 1)J94% 0> ) Hd1-Hd3a i
FEIE % ; 5 4h—%% 72 LA Ehd1 (Early heading date 1)4
¥ ) End1-Hd3a/RFT1 iff 538 % .

1.1 Hd1-Hd3a =@ &

Hd1-Hd3a A48 5% fE B 7T (Arabidopsis tha-
liana) F1/K Fg & AF7E. Hdl & — 4 8&F CCT (Con-
stans, Constans -like, Timing of cab1)£% #2435 '] B-box
BEfREH, 7E SD 26 F ~ L Hd3a 3Rk, T2
BERIAE, 75 LD 254 NHIH| Hd3a (13815 AT ZE 3B 4
F# (Hayama et al., 2003). SD %% T ,0sGI (Oryza
sativa GIGANTEA) {2 i#f Hd1 ik . /K& NF-YB #%
% [AF Ghd8/DTHS (Days to heading 8)7F LD 544 T
it 5 Hdl AHEAR H, (23 Hd3a (¥ H3K27me = H
FAl, 1] Hd3a 215 (HAE SD 26 T DTHS [
IR IAEAEH B EATEE(Du et al.,, 2017).

1.2 Ehd1-Hd3a/RFT1 A% 18 &

Ehd1-Hd3a/RFT1 42 i % AH X K i 56 &2 24,
W TP A ZIBY . it LD it 2 SD 414
T, Ehdl #B¥4E Hd3a F1 RFT1 ()£ i%. Ehdl &
D-D-K # /7 i R & S R B FR b e B 5 [F) R — 51k,

TR L R (9 #65% . Ehd1-Hd3a/RFT1 3% 8 K AR 1
VAFEHLE T LA N 4442 (1)@ 4% Ehd] 2 H
TR, a0 A B0 B2 TR OsRR1 (O-

ryza sativa response regulator 1) 5 Ehdl £ (45 A%

B2 AV BE S Ehd 1 8 035 e, HHE Hh A g
(Cho et al., 2016).(2)i@iL % Ehd1 1FE 357K 5200
TR o A KRR R TR 25 R A ) 22 Ak
F#: [ Ghd7 (Grains Height Date 7), il ] Ehdl & iX,
LD %1 Ghd7 #5315, S5 Hd3a 1 RFT1 1%
KT, ZEIR A, 1 SD 5 /F T Ghd7 RIA R, E-
hdl )52 MRS B, AT 32 Hd3a 135 2 i3
i (Xue et al., 2008). 7 L&HE [Kid i 4% Ghd7-E-
hd 1 342 FIZRIA T2 M AR, BB R A (phyA)
AL H R B (phyB) n] LLU#E i 4% Ghd7 3R iA
K sE 45 I (Zheng et al., 2019). A LLFE AR
it Ghd7 1M /& EL#E 4% Ehdl HIRIE, W+
SIP1(SDG723/0sTrx1/0sSET33 Interaction Protein)5
Ehd1 J&5 3l ¥ 456, 3% OsTrx1 (Oryza sativa Tritho-
rax1)FE5F M #E ] Ehd1, 58/ Ehd1 ) H3K4me3 115
I, 34 0 Ehd1 ik, TR 4L, 1M H OsTrx1
B R B 5 ME 75 B OsWDRSa 4 B, OsWDR5a 5
OsTrx1 FHHAEF, #27 OsTrx1 {4k H3K4me3 &1
B (Jiang et al., 2018a; Jiang et al., 2018b). A LE3E [
X Ehd1 f 3248 T AR )6 E 3, 41 DTH8 7£ LD
T4 Ehd1 [)334, SD M Ehdl []3 1A Ghd7.
1 (OsPRR37/DTH7) 7E LD T #ii# Ehdl (&1L, 76
SD F A ii#% Ehdl [ iX ; Ehd2/Osld1/RID1 (Early
heading date 2).Ehd3 (Early heading date 3).Ehd4
(Early heading date 4) JCi& LD it /& SD #¥#i% Ehdl
[{)281% ; OSMADS50 7E LD il ##] OsLFL1 Tfifie
it Ehdl B3k, 22 hAE, SD T A i 4% 4 £
(Matsubara et al., 2008; Park et al., 2008; Ryu et al.,
2009; Matsubara et al., 2011; Yan et al., 2011; Gao et
al., 2013; Gao et al., 2014). OsMADS51 (MADS-box
gene 51) SD.LD FIE##% Ehdl 15RIE, (H/E LD T
XoF R R 4% AN B I (Kiim et al., 2007)

1.3 AEERZ BB R

7 SD %11 T, Hd1 M1 Ehdl 78 B0 & 4% v 1F [
W Hd3a, {EHEIFAE, Hd1 i& ] LS LD 26184 R 1)
Ghd7 #3347 1E 4% (Song et al., 2012). Nemoto 45
(2016) 8 T P9 4% VA 35 B 4% b 1 S B 2 (K] Hd 1 0
Ghd7 2 8] (A0 B A ), Ghd7-Hd1 & 3 767K N T iR
BEW, ZE YRR YESE A Ehd] A i 5 X
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FEH I H SR AL, T HE IR Fh AR B (Nemoto et al.,
2016). Hd1 %K [ & g P [F] OsHAPL1.DTHS8.Hd1.
HAP 5 &4 DL K e s DR 1 1 42 B 66 IR fR 3R
T s 4% Ehd ] ERIA 7Y Hd3a 1 RFT1 3R
ik, UK FE AR (Zhu et al., 2017). Tt B P9 2% 8 ER A
T TE RN I, FAE— B R

BEANIF 038 R B — e ST T 195 4% 1 s 1% 22 b
fIE: R . B OsCO3 (Oryza sativa CONSTANS-Like 3)
A1 DTH2 (Days to heading 2)3f i L #2 1 4% 95 > A
F ALK Hd3a f1 RFT1 ()34 s 0 A, OsCO3 1
SD 2kt T 1E 18 4% R 16 3% 2 DR 3R 3K AT A2 32F ek
DTH2 7£ LD 44 N il i 1F 1 4% il e 2= 2L K 1 R 1A
M R (Kim et al., 2008; Wu et al., 2013). fli i
#1417 DHD4 (Delayed Heading Date 4) o] 5
14-3-3 35 4, 5 OsFD1 # H /E H , 5 W
Hd3a-14-3-3-OsFD1 —#& 1 FAC £ &4 WML, F
3 OsMADS14 1 OsMADS15 [ 235 P, B &R
FFAE . AKFEIRE R R AR B 44, W L BIR L
BN, A LB R A s LA 2 CRPHEE, 2018).

2 AEAEW B XK FE AR A 200

TKRE 4 AR AR U A — A P 58 PRLRT A 85 3 [+ i 42
MR Zd . BT R RIR A AR A aa S R K
TEAHREI o FE4S R AOIAE 261 5 3 4 A ARSYT AT A
PRAE R ™ o AR AR AR RRE FE B ARAS TR PR 522 4k
MRS AR, AR SO SR T [ A AN AR AW e
X A Rt AR 5 0 PO AR S TR

2.1 TEMEX KB HMIER B R0

TR E BN AR E 2 —, R K
7= A KRR FEK R KIED, SRS
AN KR 65%, KRG = %5 K 73 (1 75 2R 5K
B VR A R IR N (2 H R AR, 2021). 2B T
fift RS, KR QAR 1 7 el A L 8 7K
I3 HER, X T AL KRG SR R B R A B
HAEBEER X

TRWIE T, U2 Y )G )T 5 bk i v, B
T i A A i R SRR ARk kT R e . 2 ATHY)
B 57 32 7~ K FEAS [A] T 40 B 77« K 22 (Herdeum vulgare
L) 2%, TR KREHEEI (Galbiati et al.,
2016) FAlT (IR F 7, KRB AR 38 T TR R () AN [R]
VBRI, KRR A R AR AN T4 7 E N i
R 58 S, 2 HT AR, T R E A, SRR
iB(Du et al., 2018). Galbiati Z£(2016) &K BIAE K H 8 ¥

B H AT, 7B R IR KRG Fl R, D ™
T-EXHhE RS H BTG, sk, Hdl Al
OsGIH A& T B Wi A5 5 F b A i 8 & K+, E-
hd1 78T 5 Ba A6 G 5 18 & kil 5 A
H, 5401 Ehdl.Hd3a 1 RFT1 JJ#% 5%, &4 35
HEIRFF1E. Ehdl 16845 KT Ghd7 785 K7 L
XEAEAEY NG 5 A RS, KEMEH 4T T5
Fifp 38 AL FE A 40 ¥ Y Ghd7 B mRNA 7K 7380 PR,
1M H. Ghd7 Wit 2k ¥k 2 5 T 280U, Ghd7 1R
TR RPN 98, X U BT 59 A 2 8 id Ghd7 i)
Ehdl fRIA T LR FhAE ] (Weng et al., 2014; Gal-
biati et al., 2016). bZIP ¥ 3% KT OsABF1 /&5t &
HATE R B AR AR 4 R, T B e B 5% OsABF1
H OsWRKY 104 [1)#% 5% , 3E 1 0% Ehd1 R F040 1
R F 13835, 4] Ehd1 355 M ZE 12 7K 5 i F 1A
(Zhang et al., 2016). Du %5(2018) K LK Fg 4 K 1A
&K 4375 B4k 3 (low water-deficit treatment, LWT) 1%
S ABA MR, ABA 5 5 ¥V £ S ¢
(3L Rl 55, R EhAE . Du S8 RPL— 324k
A 2 4y DL K T TEAH G K] PHYB.OsTOCI \ Al
Ghd7 %f LWT 5| &K #i ABA [T 5 16 8k i 3, 17
OsGI, OsELF3, OsPRR37 Al OsMADS50 %} LWT 7|
AT ABA KT F ik 0N (Du et al., 2018).
Wang £ (2020) & Bl RCN1 (RICE CENTRORADI-
ALIS D) RA AR FESASE AT, I HAE T Fhhid kb 3%
N, SRR AE AR i DA G bR AR A, ] RCNT 2
5T FRESMHEIHAEIR, HENTFphamt A-
BAfE 5 & 4% § RCNI %£i4 ,RCN1 A UL 5
Hd3a/RFT 5o 4+ 454 14-3-3 ] 17 Hd3a I8 A
T, SRR 4R (Wang et al., 2020). OsWOX13
I R IEAE R F RS 58, AR AT, v RE S 5 TR
k38t )2 N (Minh-Thu et al., 2018).

2.2 EhEE B XF 7K FEHh AR HA Y RS 0

IR LAY R A A, R SR R A
BRI ) & AE W BB XK RS AR 7= 1 32 2 TR 2
— o FRIEARA5(2004) 38 i 7 H S0 R I R Bl b 3 AR
AR, 1 EL KRG fe R A A B 1 4, L HEIR
MIRBOERAS,  FF ELASTR £ 561 52805 o B I 3 B8
HH G 2 o e AR (R IE A 25, 2004); 7K 38 55(2020)i8
T AN [ 5 P (] S5 BRI AR B, AR T AR B
i, R AR I T AR B (KBS,
2020y, AW T 2 ANESR I (LR KRE,
E1185, N3815)Ff A (1145 A it P ¥ B, &5 SRR,
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FERERE (0.2%~0.3%)  , i FEIABOR K P Al 26440 T
PR, (HAETE R ERJE(0.5%) K, SR 2 58 (45 51 AR
). AF2 LGB 5 e F R A 1Y) 43 HLER B BT AT
B, HETOAYE | —Lfm 254 B 50
R am PER R . SRRUREE B OsHAL3 fyid &%
AT DA R A b, [ OsHAL3 S5 HF 781
R Hdl BAE, 454 Hd3aJash+, 1EAE Hd3a
Fak, B R 3E KRG FFAE (Su et al., 2016); OsmiR393
o A ZK R A R T AR HR A, i 5 1% PR (Xia et al,
2012). {HIXEEIERE G 2 5 3 da 4 N A A )
U A it — i 5t

2.3 i FE B Xt TR A K2 M

KRS I Y 2 A U, =R AR AR T KR
FEHATE AT R ME T, KR B HER . F /KA
FLEL R s A AR I 5 5 H - Ghd8 [ RIS HER
IKFEHRE I, B 5 K FE G IR Y 14 (Wang et al.,
2019). I KRG TS 506 AL RS AT
JUA KB R A (Hd3a, RFT1, Ehdl, Ghd7, RID1/E-
hd2/Osld1, Se5) 1A [ B2 A A AL 3 T ' A A
AN R 93 AR A R B A R (g SRR B, R E-
hd1-Hd3a/RFT1 J8 ¥ 7 't J JH AR B2 e i 3% & 4%
w3 [ AT OR 57 (1) 7EIRHR (23 “C) N Ehdl.Hd3a
AT RFT1 H3IA 5 F#(K, % W] Ehdl.Hd3a #1 RFT1
R AR IR A N IR e B R 7R
LD %A M AKIE N Ghd7 mRNA /K-FEH#IR(28 C) &
EFhEr, UK IR AN LD AbFEXT Ghd7 fRIE A HhIA
YER, Ghd7 (1 B3R AT g R AR 25 R N BB HF L )
F K (Song et al., 2012). Lu Z5(2014) K I 5 A%
Bl OsCKI /K FEIMRIR N 2 . i i o by B
AR UASGESEIE R R ATRE, B 90 R BL% 3L IR 7 7K R
RAATE ML A2 . LTG1 (low temperature growth 1)
Al ltgl 2. LTG1 [ B kK R L 1egl BRI AL bR R
B REIE MAK TR, HOKH PSS LD w500 F AL A
RS AE A — 2%, 0 SD RIR 2414 T Itgl b LTG1 fh
FEHAPE AT 20 d, I35 SD s 2414 N i HEE O
FER, UL B REY LTG KI5 SD 414 FK
FEAFE . ERRIA DI RILER B gl R+
HD3a.RFT1 ik & B & bb B 28 AU, H#E 90 3E X
LTG1 4% 7K A& (8 o #eb A 40 g 52 7T 8 5 4 HD3a.
RFT1 S R 7 RIE = A K.

LR, B AR ASARAR IR, il i ia i
KA e 5 B RE S A I W TR 5 e K RS
wEAER M. Chen Z£(2018)43 WliHEAT T N LAMF=

K FE U s PEE R P, R I L R T v AT )
07 5 qHA 78 KRS X 15 i 2 - e A P i 52 42k v
HAEHEEEH. qHd] fF/ERAEERE A, Hh 2l 97
BN B 22 A7 AE T FOR S Rl A HRORIRT BGORL  E
o AN TR E A FE R PR S5 A B, i A R R ) T v
A MY46 ik DAY i SR R DR AR B AR A AN 76 d
/) 58 d, & A0l 97 FE DK Y 1 2558 N R 7
BEEE 1 BUBERE 3 v LU [ () FE AR gk A, AR5 4l
FEIARROEAE 69 do N T /S0f5 2 I B A0 P S0t 4iF S
TR AR B 3 — TR, qHd 1 AL s
P R A SCFE [R) OSMADSS1 F1 OsSPL2, Hirf
2l 978! OsMADS51 5 — 1MW &FH 9.5 kb
TN, X FECT HAEHA G K OsMADSS51.Ehdl.
RFT1 #l Hd3a ik % 5, WIS 7 OsMADSS51-E-
hd1-Hd3a/RFT1 3X — fhi A3 HH 1 45 388 3% 0 vy it Folp A 1)
Tiif 52 1 % (Chen et al., 2018). 75 4b, Kim %5(2018)if it
YN 5T B K AE SRR GL R 12 & A R SRR
M REAG S, 17 g Sy A A A IR 7 A 32 B B
i 4% % K] Hd1.OsPPR37.DTHS.Ghd7.Ehd1.RFT1
F1 Hd3a f 38 D5 B K 7 i s AR I s AR, A IR
Hd 1 J5 [R5 BT 36 A5 A e #4i Hb X R A (1) 38 B
P, T OsMADSS1 A2 55 i i AR FEont #vfy b X R A
f)3E B (Kim et al., 2018).
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