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ERFIEEREIEHIEE R SN

R, RAZEY, Heeim?, EEEY, TilEY
ALK AR, A RO R S R M SRS, M 510642 2K FBE, I RA I
PRI S5 (R4 S0, B 512008; A LR B AR A HOR BT ST, J5 100081

RE T K(Zea mays)ZHMar TR AL RN T — B (K 5 EUR Y o TFAEIIIR AR )38 NS A A 23R 050 1 7 B 1R DG i ok
SE R ZR o ORI 7 IR AR I AR AR M RAE R AR TR s, FEAEL A 1 A1 3R (A8 A% DR 1 M )R 468 ) R AR S B85 IR 3R 3 [ 1
IS Ro T TORTFAEIIVEIR ) 2, 2SO TR T AL 20K H e A2 O ZH A G5 R Bkt . AR PRIER . 1A% JE At DL K%
70 RIS LB RS T T AR G A T BORIT A B30 A% A AL, AR S T A8 VA 42 TR 50 5 K X0 o7 1 f) S 2,
FORAE PR FUAN S ) B T R BEAT T8, B AE IR ERA T ORI A g A% i A B, B &) 1 R K
Fifrdf it AR A A

XEIF FOK, EIREKNAMEAR, RAERAL, Hod R

g, BAE, BT, EEE, FEE (2024). T XIFEHEENIE L E M. Y5k 59, 912-931.

oK (Zea mays)& A ER PR TG Fl i) H A&7 &
AR RIEY, 205 2R E1140% (FAO,
2021) (http://www.fao.org/statistics/databases/en),
KBRS T R A R TR 4 BOR B 4
ERHE . PACHRE T KR i 5™ T Py i X AR P9 F
I KA H(Z. mays ssp. parviglumis)YILimiK. K4
ORI AT H A, X H BRI RO BRUR, R
HBRAE T BT, MEK H & N ITE, H2
ANFFIE(Hung et al., 2012; Liu et al., 2015a). £ K H
Yk s CF e akia i, JF) A, Al
ARy 1) A2 S5 ER] 2 — A T30 ' A S ) R B A,
AR AEAN R LR FE . H R BEFIR BE 26 A NP R4S
SZ(Hung et al., 2012; Yang et al., 2013; Huang et
al., 2018). FREIFEKFAFHEX, HAdbyHHE
TFo K DX AN g~ S R K X2 R 77 X £E L
TI R BRI, 32 R AT DUR OR KA 2 0% I
) E AT WE SR IF T J5 IR RE O, AT R
BEELEKX, 2 “—FEWA PHER BRI, &
2 B ORUE T K77 8 5 AR IR A AR i oS B .

Wik F1399: 2024-08-21; #2352 H #11: 2024-10-31

IeAh, WA, @ R AT RS F oK ST
R IR K (F e an 2= B, 2017); &F%F &
KIFTE IR DR o RO B T 32 7+ BOK AR & 1R
(Zhang et al., 2018). 3% FE F1 H [E A R A £ K H
LR T EY, BAER P RIEIAAR L KGRI
R EH(Wang et al., 2020). H Ik, 2402
FORAE IR G B RL (R, R N AR FL R AT ML, X
BEE 126 R0 5 IR T AN [ AR 28 X AR 1) s KB it Ao
BEREH,

FooK A ML R A B AR, HITFAEIA MK
FLAEAE 32 3 B B WAL P50 S b R85 5% A 1 L [R] 52
Wil o £ FOK I A A R, 200G B R I AR AR (BRI
5 A A IS AH B AR A R AR B AR ) EL R R E T T AR I )
(Baurle and Dean, 2006; Poethig, 2010). 73 M 4%
i) K IS AR A2 () A 2 G A B Al L A BB B Atk DA
Koy FHLEENT, RELEHB LRI, 12
P B AR A N S R R AR A, AR E . T
126 0 A BRI B A6 PR T OKOHT i i A 4 B R A s A
BRI BEUR

EETUH: T EIE L5 54 (No.2023M741228). | ZR 48 B:fili 15 57 F BBl 78 3£ 4 (No0.2023A 1515110980, No.2021A1515110138) 1 [ X

AR5 45 (N0.32401913)
T RS —EH
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1 EREFEKITEEERRIEETRN
SRR S EIRHE

T oK 0 A A A 3 B IR i K B B Bt (embryogenetic
stage). & #E K B (vegetative stage) AT ALK
B B (reproductive stage) =i Bt 2L [7] 40 i (Xu et
al.,, 2002; Baurle and Dean, 2006; Huijser and
Schmid, 2011). & FRE K BUE R EAR MR T8 K
PR AERKERE, RAEYEREKE—
ERHE, ERAREEANERHAEK, HREITTEL
Se, PRk, B IR A KO AR E AR K 1 ) 2 it (Lauter
et al., 2005). & F= A K Benl ik — 5 73 A4kt e 7%
A KB B (juvenile vegetative stage )l E4E B 754
KB (adult vegetative stage). & 74 KN AHEAR
SR N GEE I 77 A K a) B IS IR AE K I AR (ve-
getative phase change, 7F # A juvenile-to-adult
vegetative transition); B Jq, T K2 P AL 3 A&
(floral transition), 1= E 774 KB Btk N AR5 A
KBk

1.1 ERWEFLEKIEET

IR AR K I A AR K AN HL A& TR AR 1 4l
HA A B AR D B IR A A 2 O e
FHAE(S 5 1S 3T 4 (Poethig, 2010), {EIX —#AF
AR, FoRKEE S MR E LSS EARL, &
R TR RIS R R R A A
JIKHI T S PA K A 5 5 2 45 (Poethig, 2013) (1)
— MRS, RO KRR AR I -5 i e g et 28
671 gL AR S8 A KRR DL R B A A
TR GRS R R AR R
oA f s AR ik A Z R BN T pm; £ R
[l (toluidine blue O, TBO)HL i [ i 4Hi i S 414
, SHAEEAR AL FRFEAR, AE REIRR MR, T
M5, REFARZEE. EREEERLE. 1y
HATWRGH My F e Bk . AR 2 B 483 pm; &
TBO YLt 1) 2 5z 40 i S 0 4 €, 200 0 % v B R i £k,
CNEE TSy NN A A e U PRy S DA R R AR
B RHRRAE, I 1) oA A, T ST AR R AR 48
fJ451E(Moose and Sisco, 1994). b4k, &) B
A U 5T (last leaf with epicuticular wax, LLEW)
18 BB S W R OK S 77 AR K I AR % AR (1) i (Foerster

MRS TORTHEAENLE R BRI 913

T/ BREFRE KA HRRE
Table 1 Traits during the juvenile-to-adult vegetative transi-
tion in maize

AR ikt JAE I
AR =N ) LK
4 A &
KEE o A
YR 4 7 H
W ek T H
AR RS 1 um 3um
HH Rl e AR ) Wt

etal., 2015) (K2).

1.2 EROMIEEE

AR A8 5 T KRR B 5 A2 K m) AR Tl A K IR AR,
Bl =220 4342 2H 4 (shoot apical meristem, SAM)#%4%
NAEFE 43 HE 4 4 (inflorescence meristem, IM) (E1),
br&dE LK E A T HAEEE /1 (Baurle and Dean, 2006;
Poethig, 2010). SAMHH £ IhRET4nfuBEra i, 1753
FEAEZE L MR SEAR T . MR EH UL T SAMEY
B, MMM T8 FR KB B 24 SAMELAE A IMIT,
FRAEA TR B B, Mk N A E KB
Fo K — MM [ R S AAE B VD, A R KA PRI
TR AR T R R TOU0, T RS, T A AR R e i 4k (P
2A). KR MERERE A ML K R, mIM2TE
M RREAR I AT AA, AR MERERE Ay is v e oG BE . lE
FEIE T, IMEL 2SR 23 15 43 A 41 41 (branch meristem,
BM), B J5 7 b /N B 4 A 2H 21 (spikelet-paired
meristem, SPM); TR Z T IMIAIBMA 4R, 1
FEEBAEIMES L ESPM. 5BMAE, SPMAA
Wk, MASPMf= ARk, AR/ MEsS EH
Z1(spikelet meristem, SM). SM3L &A= 575 7 3,
I N 43 4 4 (floral meristem, FM) (€12B,
C). Ak, SAMIH]IMEE AR (1138 B LA A6 I B I
e T BRI K.

1.3 ERFEETEREPEEREIRMEISEL
IS AR AR 2 FOKTTAE L 22 I I FE 0 B o Bl oK
B AHEAR R A, I AR B AR RIAE T R B N
W (R, 2R Sk B AR IR R4 5T
(RIAARBUR &8 WIRBE KPR 2 AL
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SAM

V4-V5

AEFHAERKBE

BAFIEFFERBE

T BIRE R ARAL

#51-50f

RSN EFRERBTBL

Bl FOKE IR A K AR i A8 N A #5481 BB R E (Moose and Sisco, 1994; Foerster et al., 2015)
LLEW: spja—F H A F; SAM: 2R AL IM: 1673 AR AL VA 4, V5: ST Hil. LRI BT HE I KRS
AR KR AR AR B LR AE (bars=100 pm )Rl aAE 5% 48 1) S A9 E51E (bars=100 um).

Figure 1 Typical traits during the vegetative phase change and floral transition in maize (Moose and Sisco, 1994; Foerster et
al., 2015)

LLEW: Last leaf with epicuticular wax; SAM: Shoot apical meristem; IM: Inflorescence meristem; V4: The 4" leaf stage; V5: The
5t leaf stage. Red and blue boxes indicate the typical characteristics of vegetative phase change (bars=100 ym) and floral tran-
sition (bars=100 pm), respectively.

B2 ERMEHEEFEIERERER

(A) TK(H = ZB73) A MEME R bR AL bR (bar=30 cm); (B) T KuEfEr & & #E 2 (bars=100 pm); (C) E KMETEF K & BEfE
(bars=100 pm); SAM: ZEQRGAHL; IM: 7 AEHL; BM: 3 AH R, SPM: /NEXT - 4EH S, SM: /Mg AR FM: /)
ey tE A, AM: iR A2 218 V3-V9: 39N,

Figure 2 Morphological changes of early maize tassel and ear development

(A) Maize (inbred line B73) is a monoecious plant with separate male and female flowers (bar=30 cm); (B) The process of tassel
development in maize (bars=100 pum); (C) The process of ear development in maize (bars=100 pym). SAM: Shoot apical meri-
stem; IM: Inflorescence meristem; BM: Branch meristem; SPM: Spikelet-paired meristem; SM: Spikelet meristem; FM: Floret
meristem; AM: Axillary meristem. V3-V9 indicate the 3 to 9™" leaf stages.



TSR o XA R B 1R B ] I e ORI AR
FRAR(RIJFAE ) I PRE, X TORTEHI R R A HE

ReE .

131 REMARRZSE

Y1 B 2H o 1 AR AN R OKE R A K R AR S A
Ko WEFRIL, BT A R, 2R AR G
FTRER DD IR (WA SRR« AT R AP A0 2 FU ) & 52 3%
WK, AR &2 20K (Evans et al.,
1994; Abedon et al., 2006). Rk, BKRMAFRE S
AR A B T KR IR AE K A AR BB 1 B B4R
b, BB A — R Ao BAH S

1.3.2 HRHMRKE

TR R — Rl A S A, EARIGIREE TN
A ARE AR B AR RO A HLAE 5 2 T (R X2 A%
K, 2019). T HEYIEERBEA TR, EAIRET L
FEG AL R AEAE D, o m) DLl i 454 2R 4238 i 5
PR BCRALAERBU A R A A . B TS A A
K, 25 5K A R EER 3 E R KA
(jasmonic acid, JA)FI 7% % (gibberellin, GA) (E-
vans and Poethig, 1995; Beydler et al., 2016;
Osadchuk et al., 2019). FFFE LI, HrkgntdimtEJA
(JAFIMeJA) & &z m T U, GARR & & U AH J
(Evans and Poethig, 1995; Beydler et al., 2016). It
Ab, ANHEJAREIE K ERAE TR AR, (HX ERTE]
JCHA SLREIE ;17 ANt GASTE R K8 F7 AR A I AR B AR A
FF1e¥3E 5 (Beydler et al., 2016; Osadchuk et al.,
2019). HULTS UL, JARIGATE £ K E I AL K AL AR
R EFEGUE L, LR JARE S AL AR, T GAfE HE
I AR AR

1.3.3 BEABR

B KA A RN 5 AT LA A 40 7 B R i T ) 40 )t
Feqit o B RACH R A MR AR FE S AR B % Y
MR, I ELHE B2 W 0 A 7 B A o (8 A8
&%, 2008; =FE4SF, 2010). BFFUAIL, R RCE
FA.O58) AT H Hif 24 T oK (AR K 364 ) HAL R (1 Al o mT ¥ 1
B REREATRE PR R B RS BRI EAK, HATE
SIS LT R TERKES, EHERITG BT, AR
WA B e, BE)E BT, JEE N —EA TR

MRS TORTHEAENLE R BRI 915

Biadh, JRAE R 2 S IR (TR U OCSE, 2012). X —
ERWNREAW T RS 5 ORI R, 2R
TR AT AL

2 PEEREFEKIHEETHIESE
A

TR LI B 2 B DR il (0 B - B IR, 3258
(R3S R R/ b s R L7 S e iR E
(Buckler et al., 2009). £ Jy i€ F KT K ) %
BRERZ —, BIERKNAAEE&ZE. A20t4
BOEARAL, Bl2EFIMIL I M L2, 2 4H 2 Fl i Ja) it
fe2E 5071, BB TR — B i RO R A KA
BEAR B MR B IR (quantitative trait loci, QTLS)
OB IR, (0 H BT B LN QTLsBE 5 4t 53 Hr Fl
DIREIAIE o T IR (2 /N T IE g S RNA miR156
K HEIE K SBP (SQUAMOSA PROMOTER BIN-
DING PROTEIN)-LIKE (SPLY# 3T . miR172/%
H A I NAP2 (APETALA2) %% 53 [X -1 3% [H] 21 B 1)
miR156-SPL-miR172-AP2if#z ). GARIJAE it
SRR IR E TR AR I AR A, T I 42 oK AR .

LR IR T AATH K& 35 A K AR AR 1Y 5
AL HLEIRIAR . S0k RG0S5 ORI i 15
KB FRA K AL AR QTLs S5 A 3 [, 45 1
BRAFEEIEE . GAFJATTE S 77 AE K AL AR (A1,
AR FOKE I8 A K I AR AR R T 2 I 4%

21 EEEXREFEKMBZETHQTLS

IR FUIRTE FOKE IR A K B B AE L], i AR A
AN [ 383 1 5 B 0 22 S 0K ) KoM R 3 T 3%
fEREE, JRE5E 0 Thrid BIE, Eh 7 —SishlE 7
AR A QTLS, H4IE B LEK2, FXEE—
v B W R R R OKCE IR AR I A AR R
18 ) B E 45 b5 (Foerster et al., 2015). 3T ix—F M,
BE— SR AWML IB73 5Mo17 B3 A E 4
[ 22 % (recombinant inbred line, RIL)H1# 2 56 5k &
A EE4R (nested association mapping, NAM), i 4
K465 T (genome-wide association study,
GWAS), L2 E1310QTLs; Hh, i TEE95 %
AR SNP RN &, %A 550 B HE R & GI15
(Glossy15), ZILKgmtLAP2-like®: K1, f2zma-
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F2 ETOKEFAEKN AR CMBEMIRA A(QTLS) K IELIE S

Table 2 The details of the vegetative phase change quantitative trait loci (QTLs) in maize

B PIREE R e R EN PEIR Qe TTHREE(%) SR
QTL1 Zm00001d007886 (ZmEMD2)  B73, Mo17 LLEW 2 38.0 Foerster et al., 2015
QTL2 Zm00001d046621 (GI15) B73, Mo17 LLEW 9 47.0 Foerster et al., 2015
qVT9-1 Zm00001d046621 (GI15) maize, teosinte  LLEW 9 52.0 Xu et al., 2017

LLEW: fig)5— v BA BRI o AR R 9% QTL 45 253 (£ 3k .
LLEW: Last leaf with epicuticular wax. The bold font indicate that the QTL has been genetically verified.

MIRT721( ¥R, i 4278 77 A2 K I AR % 72 (Lauter
et al., 2005; Foerster et al., 2015; Xu et al., 2017);
F—NEEFISNPAL T 225 Jetafk, o I 2k R &
EDM2-like (¥R FT 75 77 A A I FH 6 728 R0 RS AR 6 AR O
A I KN EDM2 (enhanced downy mildew 2)ff]
[{JHFE ) (Tsuchiya and Eulgem, 2010a, 2010b),
i 7K EDM2-like 7 B8 2 5 i 1 £ oK 8 77 4 K I AH #%
A5, AR, XuZE(2017) R GiEL# T K H i (long-day,
LD)2& MR, TR R (8 TR A K I AR AR )
IR HE TR (B TR A K A2 B WLLEW R AL,
g DL 38 SR AR SR 8759 MW 2214 £ BCoFsfiE A4, T
55 GWAS/HT, L% #124QTLs, HqVT9-1
RSB K, AL L g e 3 R o B G5, AR K4
T R Rk Kz v T IRARRR R oK. HE— 2D ik
B, GMBEKI3 R K A AL TR A 7, S EAEIA
Fodr TR AT 1k, RIAKPREAG, M4k 17 iE
PRI 724 K B (Xu et al., 2017). HIEAT L, oK
B TR AE A I A AR A 3 AR R R 22 AN S R A
L, b GMeREFEAEM . KL, FIHE
ARG I R e A 22 e Y2 3 T RO B o b S A, A
GWAS. # AR AFE MR T B, AHEE
PR S A b E Ao 2 R E IR A I AR R AR 1 O B
QTLs.

22 PEEXREFEKFEETHEE

BT EFRAEKN AN TEMEENE, BEREd
ZAEHE LRI, MIRNATE T $5 TR AR K AR L AR o 7
WO P B EAE . Hod, miR15652 3 2 i 2 K 1
(Chuck et al., 2007). miR156/&—5H21-24 M 1F
T2 4L/ 93 7 AR 4 i RNA, 38 3 2 53 41 1) L L 3%
K SPL& ¥ /#%/E Fl (Wang et al., 2009; Wu et al.,
2009). miR1565 H 5L [ SPL. miR17255 i Jt
K AP23L [F] 4H i T 4F % i 1% (miR156-SPL-miR172-

AP2IEHR), ZIg BRI EY KR B k%
HEVEM, WrE IR AR AR . TFAE AR 8  fe S
(Bartel, 2004; Xie et al., 2020). 5% H, miR156
FAPTERA R4S W i R 0A, Bl 25 R R AS BT Rk,
FIB KT B W AR, 10 SPLSMIMIR172(1 ik % 5
Z M= (Wu et al., 2009; Xie et al., 2020). F KHA71E
%Z~zma-miR156 Jj fe 3R 15 B ALk, WiCg1 (Corn-
grass1). Tp1 (Teopod?)F1Tp2, iXLbFAFIRMK N £
A~ zma-miR156 i 71 ( 41 zma-miR156b/c « zma-
miR156j 1 zma-miR156h) {1 R IE /KB Z T &, 7
BRI H IS 3 2 | 8 IR A KT R A K RO AE
IBRRM, — BRI, X Rk 2 A
ZmSPLsIFIEIKT- B EBFAK, WRZmSPLsV] ¢ 2
5 oK E R A K A #545 (Poethig, 1988; Chuck
et al., 2007; Sauer et al., 2023). T HIHF 5T K, 24
SPL [7] 5 3 K ZmSPL13 ZmSPL29 (zma-miR156
1) Vs 70 35 TR ) B 65 2 0 R OKCE 9% AR KO AR B
(Yang et al., 2023a). #ZmSPL13/29% % )5, Pk
RE FRAE KA AR IR A, ZmSPL29H i i
RIBAEE FERK A BT . 23— P&,
ZmSPL13 f1ZmSPL29 & 1 fig ¥ 3% i iE & K zma-
miR 1723 [K 5% ik ik 51 zma-miR172c 315, Ml
Hil GI151 s K, et BRI R AR E 7 AR K
S (Yang et al., 2023a). Ak, WFRERIL, ¥
TR GIET A G, HMRIIE AR, St
BEW; GRS \RILZ G, HRIE TR
ARIGEK:, FFIEREIR (Evans et al., 1994; Lauter et
al., 2005). DL R4 ERH, TRt EHAnss
TR E FR A KR AREE A . SR, B R
bb, REICAHAEREERS 5EFRAEKM R, 7
A itk — B9

TV R GATIIATE £oK8 F2A4 K i AR AR i 72



W R ¥ B Z 4 ] (Evans and Poethig, 1995). K
An1 (anther ear1)F1D5 (DWARF5)3E K ¥ 4 is GA4:
V)& R B P BRI 65 0% & B (terpene  synthase,
TPS), D3FD15E K 5377 A 4H il 5, 25 P4 50 5 4 AL iy
(P450 monooxygenases )it GAL Y& it 5
Fe4E GASE AL (ZMmGA30x2). 24 bA I ix B % A
RAGE, FEAR IR B B0 2 DS 3R AR
KIAZE K ()% % (Evans and Poethig, 1995). K&K
GAHEE Fr A K I AR AR AN, AR NS M GAsRE
B EPR R TR E FR AR K AR R AR RIFE AL, T A0 ity 1
JARRE —EEE LK T RWEFREKM, BXE
KACHARI S0 34 2. 2 (Beydler et al., 2016; Hibara
et al., 2016; Osadchuk et al., 2019), XEHJALXF
TS R A K AR AR P AR e . SR, E R A B
JAE I PR LE B N 2 5 T oK E IR AR KN AR A
HIAE . Ak, R IR S GATIIABILIE K E I
A K A AR (R AR AL 0 R IR ANE 28, W
R (E3).

3 BEERMEFETHEEEM

FRAC AR FE P € FOKAEIA o — > LBt X % (Baurle
and Dean, 2006). 7Eil £2024EH, BARTTAN R
AL 8 2 A S5 ITEAH R IIQTLs, HAH
DA QTLs B o B A1 1) B8 56 iF (Buckler et al.,
2009; Hung et al., 2012; Li et al., 2016; Huang et
al., 2018; Wu et al., 2023; Zhao et al., 2023). £k
ﬂfﬁP %%@JS%I%E’J%TL_% BHE G 5%
VORI RIS RERERE. B EREH
iﬁ“ﬁ{é(Dong etal., 2012) RETHE R K2 it
VAT AR A R s e FOKAE I . SR, IXLETFAE BT
B A E R ML E I (Arabidopsis  thaliana) Fi1 7K &
(Oryza sativa)WLij}fi>&(Danilevskaya et al., 2008;
Dong et al., 2012; Stephenson et al., 2019). T30
ARG SaE O IR TOK e AR QT Ls 5 AH 56
BEDH, HH AT IR B 5% T AR AT R OB R IR S A
BUE, I tH R AE R PR N 4 o XK iR ER
ATTRT AR5 A G e s w46 SRR I B, JF SR B IT
A6 IHIE B I T KB S A it B ) R R .

31 EEEXRREETHQTLS
FAREEERF R AR L 2 RN EE I F 2 —,

MIESE: TORTHEIAENE R BRI 917

f A

zma-miR156bl/cljlh

ZmSPL13/29

!

zma-miR172c

AN1, D3, D5, D1 JA

|

GA

%’?%éki%ﬂﬁﬁ‘f?

i‘igi
’i
l§ b,

B3 ToKE IR K H A i i A

SR SR AN SR TR LR 73 AR WS AR, 2R TR R AR
HE A RSz 50 560 0E ;. GARIIAL AR AR5 R AR AL
Bars=100 ym

Figure 3 The regulatory model of the vegetative phase chan-
ge in maize

Solid arrows and T-lines represent activation and repression,
respectively. The dotted T-lines represent the repression to
be verified. GA and JA indicate gibberellin and jasmonic acid,
respectively. Bars=100 um.

EERPKEZERBONEE, BECN2MH, &K
A% 114 H (Bouchet et al., 2013). AR T R LK
A A ZE R AL AR, RSN BB TOR R A 1
S EOKRFRT, XS e IR (nison 91 k22 3. 5ok
W22 )RR Y] A /AR R BORUE I R B AT T &R
I, @R ER, ERERAFELER ETA
SNPsHIT | AN K X 3 5 MR & VIO, X
Be A7 55 L AT T R oK 1025 B 44 (Buckler et al.,
2009; Hung et al., 2012; Li et al., 2016; Wang et al.,
2020). &1, H TR IE AL 207 ik IR 5
TEIAAH G QTLSA 104N £ A, He 43 B A% 30 i 1)
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QTLsXf W HJFE R 2 #1025 L AL AL phig iz,

VEY (S B %3 (Beavis et al., 1994; Salvi et al.,
2007; Hung et al., 2012; Huang et al., 2018; Guo et
al., 2018; Liang et al., 2019; Sun et al., 2020; Li et
al., 2021; Su et al., 2021; Zhong et al., 2021; Wu et
al., 2023; Zhao et al., 2023).

3.2 PEEXRBREFETHER

321 RESER

JOAE TR AR S MW IR 52 A A FE B8 AR A 2 1T R A A )
FRAE R R B4 el B R R Z £0 K (red light,

R) I 4L (far-red light, FR)M) 3= B %524k, *F 48
VI ARk B AR FE T e B A B LR /R A (Menellis
and Deng, 1995; Franklin et al., 2003). F H#F 57K
B, EAKHELM1 (Elongated Mesocotyl1, ZmHY?2,
i A 2 1 DU L s FR AL S W G ) AR I, AR RRAR A
iRz DRttt R, FEERAEKH KM T E3E
R EIF1E(Sawers et al., 2002). EkH3tE6 B
MERIER, DA ZZMmPHYAT1. ZmPHYA2. ZmPH-

®/3  CICFEMFK AR SR MR AL S (QTLS) I TR4A(E 2

YB1. ZmPHYB2. ZmPHYC1MZmPHYC2 (Sawers
etal., 2005). 1 Zmphyb1/Zmphyb231 5 AL K
H 18 (LD) A% [ B (short-day, SD)2& 4 T 13 3 4
B2 R (wild type, WT)FEKEE FAE; Zmphyc1]
Zmphyc2 W R B ARAAELD 248 T~ R I H B WT A bk
i% F FL.4¢ (Franklin et al., 2003; Sheehan et al.,
2007; Li et al., 2020). It4h, ZmPHYB1R1ZmPHYB2
TE FF A6 BA 0 I8 4% 07 T AA4E — E M D Re /v fk, Hop
ZmPHYB2J5 ¥ ERIMITE 5 51l g & 2 1 H %05,
MITTAEE K TFIE(Zhao et al., 2014). HERkiE, il
T phy B 10447 F136 147 £ 1 ik SBR[ Y] 2R A N 7K
WRMRFUS, fe3gamIxt a6 BURE, i &
phyBIFIE P, F ek 55 40 B 7 %)k B e 8L (1) e . R

(Zhang et al., 2013). BT 1X—KIN, ASLLG=HTHIG)
H T TR 9 KoK ZmPHYB 1B EH(ZmPHY-
B1Y98F (%t N4 S Y 104F 5238 LA K ZmPHYB1Y359F
(4 RLABL R Y36 1F RAR)), FExfix Lepp Rl AT T R4
W, SRR EHZMmPHYB 18 8 K

Table 3 The details of the floral transition quantitative trait loci (QTLs) in maize

B PR R FH5 %N PR PetfiE i STk (%) 3wk

Vegetative to generative Zm00001d010987 B73, Mo17; DPS 8 31.00 Beavis et al., 1994;

transition 1 (Vgt1) (ZmRap2.7) N28, C22-4 Salvi et al., 2007

Vgt2igDTA8 Zm00001d010752 W22, 8759 DTA 8 Guo et al., 2018
(ZCN8)

qDTA3-2 Zm00001d042315 W22, 8759 DTA 3 Liang et al., 2019
(ZmMADS69)

qLB7-1 Zm00001d022613 W22, 8759 LB 7 Sun et al., 2020
(dIf1)

Oft10/qDTA10 Zm00001d024909 F7, OGD; DPS 10 15.60 Hung et al., 2012;
(ZmCCTIZmCCT10) CML228, Zhong et al., 2021

CML277, Ki11

qDTA9 Zm00001d000176 maize, DTA 9 Huang et al., 2018
(ZmCCT9) teosinte

qLN10 Zm00001d026252 H127R, LN 10 17.01 Lietal., 2021
(ZmMWRKY14) Chang7-2

qDPS10-2 Zm00001d024230 HzZ4,CML288 DPS 10 20.40 Su etal., 2021
(ZmNF-YA2)

qPR9 Zm00001d045735 B73, TIL11 DTA, 9 Wu et al., 2023
(ZmCONZ1) LN

qFT3_218 Zm00001d044232 NAM, RILs DTS, 3 Zhao et al., 2023
(ZmELF3.1) DTA

DPS: Ui, DTA: FFAE; LB: BRI A% DTS: mh22 1, LN: @t 8. #RinflR iz QTLE S 2B A KL

DPS: Days to pollen shed/days to pollen shedding; DTA: Days to anthesis; LB: Leaf number below the primary ear; DTS: Days
to silking; LN: Leaf number. The bold font indicate that the QTL has been genetically verified.



Xof A5 401 38 BH Ak 3 (EOD-FR) ) i 5 g /19859, HL
TR Rk e NS iy 2 B 1K (Zhao et al., 2022).

3.2.2 XEHAFMEMEIRE

s JE AN AR P b A% 2 R 45 R K AR AN JE A AUk
PR LI . ARG FE R AR, R
Yoo AV OB AR 3T 4 LRk, 15 B HT SR B E
DI A R e, ZmPRR37. ZmPRR59
M ZmPRR73 3% [F 4 it T 5 2 4G 3£ (morning  loop);
XSG L RFE 6 K F R B B B R, B R
RIS, FIRRIE . HXIM R R G, KMk
TELDFISD & 35 H B4 H - 4E(Yang et al., 2013,
2023b). LA &5 BRI BRGNS K TFIE . thah,
ZmCCTIM ZmCCT1072 M 5. ' A BA 1 F 1€ 40 1
T, JEERIKFEGhd7I RV, —#F KR IEH
5ZmPRR37/59/73 - 73 #HAL, ¥R R R m Kk,
FHIRACRIE B T H . HZmCCTIMZmCCTI0R
A, ERMEMRAELD AT T i B JF4E(Huang et
al.,, 2018). ASZLG= [ KI, ZMELF3.1/3.2
(N EIFELF3 (EARLY FLOWERING3)[¥] [ V5 [ ).
ZMELF4.1/4.2F1 ZmLUX1/2 (#76 7F LUX P [7) 5 3£
DAL ) 3% [ 40 Ji 62K (1) 4% 1 52 A 44 (evening  complex,
EC), XLEEEPILEG G &Rk, FRIER, AW
BB IR R R G5, RO /ELDAN
SDAAT N HIRBU AL DMk, ECES
A ZmLUX1 fig B £ 40 1) T Ui T e 40 1) 5= K ZmP-
RR37.ZmPRR73.ZmCCT9.ZmCCT10f1ZmCOL3
fRIk, AT A B HE o At 3 BE (R ZCN 71811 21 4|
1B, 123t T K IF1E(Zhao et al., 2023), XLbss %
], ECE S RLE i T AL T R A HEAEH . 5
4b, ZCN7/8/12 52 Wi B2 6 i 1 (1) JF 46 {2 i3k A
(Danilevskaya et al., 2008; Lazakis et al., 2011;
Meng et al., 2011). FH, ZCN8J3 37 X 3 1) B A%
M2 A2 5t (SNP-1245) fg . £ 5 " B A€ 0% K 1 Zm-
MADS1 Z fith & [K] (11 7 I A2 & i i BE K SOC 1
(SUPPRESSOR OF OVEREXPRESSION OF CO-
NSTANS 1)) [E] 5 5 PR )0 FE R 27 34, 2
1M 1% E KP4 (Guo et al., 2018). 4k, ZmGI1Al
ZmGI21E Wy vh SR S A% 0 4 4y, R ERE
H A H) ZCN8FI CONSTANS-like 2 [X| ZmCONZ 1)
TR, @i £ oK I E(Bendix et al., 2013;

MRS TORTHEAENLE R BRI 919

Li et al., 2023c). M5 4080 A 5 1) ' 52 /& F-box
H A ZmFKF1a/b (#1179 7FFKF1 (FLAVINBINDING,
KELCH REPEAT, F-BOX1)HJ[H 5 & A )R 5
ZmCONZAMZmGIME FE R Z K E A E &4k, dEifi
it 3 ZmCONZ1 F1 ZCN8 I K ik, i T E K 1E
(Chen et al., 2024).

bk LR E S 56 M A Y S 2 A R T
Ab, R H IR AEAE — ) B i 8 K e s PRI SRR 7K S A
TR AE I <4 K 7 (Su et al., 2018, 2021, 2024;
Sun et al., 2020). i, T KDLF15 (I FEIFFD
(1 YR (1) BE T 5 ZCNB8 EAR, TR KAt KBS
2 & & (florigen activation complex, FAC), iZ&E &1k
REWE BTG N6 K B 5 R AP1/FUL 2 MADS-box %
K ZmMADS4 (ZMM4)F1 ZmMADS67 () %1%, M
I3t £ K IFAE(Sun et al., 2020). B4k, NF-YHERK K
[ ZmNF-YC2 5 ZmNF-YA3 ¥ g A2 3k T 1€ .
ZmNF-YC2 fit ¥ 3% Bi% ZmNF-YA3 ) £ 15, ZmNF-
YA3 I B 4 ) il AP2 % 3% [H] 1 3 [l ZmAP2 1 R 14,
M I K FF1E(Su et al., 2018; 2021). IR 7T
KI, ZmMNF-YC2F1 ZmNF-YA3#) %35 K °F- 5% Zm-
PRR37E H I B4, M/EZmMPRR37)E8)1 FAF
1E— 516 # B 3% LBE I SNP (SNP2071-C/T), 1%
K7 55 BE S BB RS I ZmELF6 % ZmPRR37 5 5 1 {1 45
4 HEJ1(Su et al., 2024). ZH 7R T ZmELF6-
ZmPRR37-ZmNF-Ys# A/ G % i i 2 4 oK
FEAEHIPE AL, b FORIEIA RIS LB SR 4 18
DL o

323 BIER

H T @A — % AROBCT s I T fe a4, Hodh
ID1 (INDETERMINATET) 2 = B 2L [N, %5 A
DAY RF A M CoHa B fR ER 1, 2 BAE R A Fr
tRis, HHERILKFAZGH Y5 (Colasanti et
al., 1998; Colasanti and Sundaresan, 2000). id711);
REGR R T RACR LRI Fr B 2 L B IR B RIIEK LA
Fe A HIFEIR () % 7 (Colasanti et al., 1998). X7 ]
ID1YERIE B i B KR B (S 5, B Rt koK
JFAEHIMER . 4h, ZmLD (Zea mays LUMINIDE-
PENDENS)& H E 401 77— A B i B A
ZmLD SR I LD FE AR, EEAEZER I EA LI
REAARITE P h ik, FZFE AL I b s Ard
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BRIE M RAIEF K H 7+ % (van Nocke et al,
2000). #&1, AT HEITERERE, CEENH
TR MR IE IR LL AL, PR ATS 75 b oxt i 345 o
R BIF2H -

3.24 GAER

GAR M EARTFHR KR . Hil, K TGALY
DT ERSE: 253  F et o A D ISE SR E A
7t (Evans and Poethig, 1995; Lawit et al., 2010).,
W, GAARFIERANT. D5, D3V K D1id it % Hil ik A
GAT B R HE AL EE AR, N INE £ oK IT 16 (Evans
and Poethig, 1995). fEGAfE ‘5 FidfEd, 24 R
DELLAZE HID8FIDOXT T K AL SH ™ £ 52 . D8
PERAZR R I H I AE BB M AR R Y, 54005
o DELLASE A HI/E I AH S, HAEZ BB B R 4 1
5 IR G T SNPs AL e 78 51— H 5 b Al 21, 3%
£ — 2 FE R LR H 7 D8I M. F (Winkler and Free-
ling, 1994; Thornsberry et al., 2001); TM¥D9ZRAF
J&, FOKMEMRITIE AR ; A1, DIt &Rk
FRITAE4R 5 (Lawit et al., 2010). Ib4h, 165K & <h
FFKNT (KNOTTED1) R % % 5 0% GA JK 3 ik [A]
ZmGA2oxTHIRIL, FEANARNGAS &, MIMER &
K FF1¢(Bolduc and Hake, 2009). #Xifi, HuixHTGA
&5 &4 HE TR e i 3 7 I 42 38 A0 B LR g AT A7)
BRARNI I o

3.25 FHAiRE

TE WY 1848 (MiIR156-SPL-mMiR172-AP2) th J& — 4 R4k
# T B I JT 4324 (Wang et al., 2009; Wu et al.,
2009). 7£ Kk, zma-miR156 % % % i zma-miR-
156b/c/glh VL F T 7 5 K GI1 5% JF A6 42 SO 2 4 H
M ZmSPL13F1ZmSPL29f¢ W H R Mt AL 45,
M5 5 & K P fe(Lauter et al., 2005; Chuck et al.,
2007; Yang et al., 2023a). #—2 kI, Zm-
SPLA3MIZmSPL29% [ i ik 2 Bl il (2 i2F £ oK FF 48
TE I v e BB OE UG 32 BRI ZCN8I Rk, DU
BEEKRIFAE, RS ENL PR RS ST
BB R AR K IMADS-box 3 [l ZMM3/41 2 5 1 L,
R RIL, IIMTFH S B KL AE (Yang et al.,
2023a). AP2#: 3% [K1ZmRap2. 7f1ZmAP2/2& 1 K1t
WIm sl R, —H R, MAKBERI NI

(Liang et al., 2019; Su et al., 2021). VGT12&Zm-
Rap2.7 Lty ofh, @il #H| ZmRap2. 71 % ik
fie it FF{E(Salvi et al., 2007). 1t4h, AG (AGAMOUS)
ZMADS-box % [K| ZmMMADS691E F T ZmRap2.7 -
Ui, IR IE, AT iR B ZmRap2.7 & [ X ZCN8
(1) % A, 3t — PR £ K JF fE (Liang et al,,
2019).

326 HEER
b RS TFARIB AN, FRICWIEZ B4 > R &
(cytokinin, CK)IEEM o AfF 58 KW, A1t 20 i 73 224 0%
W) FiBAPHS, MR ZmEhd1 (Early heading da-
te1)FMIZCN8H) KLy 4, 5 HBOHE MR IFIE LR (Cho
et al., 2022), X3 BHCKLEAM i K KA ke 5 E A
o B4k, ZFLTFIZFL2 ($UFE TFLFY (LEAFY) R [FIJE
B EER) RS E R E WEE T, RN
AR TS B 1o ZFL1/ 200 B9 AR PR Y R B A G
16, XUTARAR N3 H 5 W A8 HAE R A R Y, 3R
B ZFL1 A1 ZFL23 fg TU 4 H R 4 Th g 7 4k (Bomblies
etal., 2003). #t— kW], ZFL23: E A T4l 4E
J¥ R AL, T ZFLA 47 57 45 i T 4E A (Bomblies et al.,
2003) . BLAh, 4 R OKAEAT K B 2 [ KNR6
(KERNEL NUMBER PER ROWSG)i: i %k )5, Hikk#E
PN RAL; Mg BRIA S, WS BOR R AL (L et
al., 2023b), XK BHKRNGAEH 7% T K AE W
BT UL EWFFRAE A, FRAHEN, /£ ROKEPE I
KA, AT T 2 TR IR
I, MR AE R GARICKIL [F 4 i 1 Hh i
B FFE I ZCNS R 25 R oy A tH 4 b e k& HE R
MADS-box (ZMM3/4/ZmMADS67), VL1E 3t £ K 1¢
¥ NSAMIH IM#EAS | f 24155 5 R oK FFAE(E4)

4 = ERIEEARIMERE =

FRALHD 2 RO R R M, AR E . A
WL P TR B 6 R ) s IR BE K 40 (T2 ) LA R R
Faste H AT IR DU T KA ) B

4.1 StREHA
KRR TS A RBREY, MsEB(HRREK
R RONTUR . ROKFE BRI S H BRI 5N 12-13
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it A
_ ZmHY2
HRTEA e E AR v
ZmPRR59 ZMELF3.1/3.2 ZmPHYB1/2 ~femmmsesssssessoosesos
ZmPRR73 ZmELF4.1/4.2 ZmPHYC1/2
—— ZmPRR37 ZmLUX1/2 ZmFKF1a/b |
ZmCCT9/10 i
ID1ZmLD !
ZmcoLs ™ A ZmSPL13/29 : !
ZmFKF1a/b i :
AiE A ZmGI1/2 CcK i |
1ZmNFeYC2 ZmMADS1 \\\\\\\y z %%d1 I E
\ Ve m i i
LZmNF-YA3 —— | ZmAP2  ZCN7/8/12 ; |
| | '
ZMMADS69 —|ZmRap2.7 | VGT1 l;"l
FERR AR BARBOER A !
ZmSPL13/29 s

DWARF8/9 \
v >

=+
KN1 —> ZmGAZ2ox1

ZMM3  ZMM4

ZmMADS67

ZFL12 ——>

SAM

B4 FRPAEHA R (2 F Dong et al., 2012)

|

HRAEREAR

SRARHT AT B2 73 A CRBIE AN o R 2R S AN T RY 2 73 A QB A A 5 SRIR IR IE . CK: A K, GA: RE K, SAM:

ZRPAEHAL; IM: T EH S, Bars=100 pm

Figure 4 The regulatory model of the floral transition in maize (revised from Dong et al., 2012)
Solid arrows and T-lines represent activation and repression, respectively. The dotted arrows and T-lines represent the activation
and repression to be verified, respectively. CK: Cytokinin; GA: Gibberellin; SAM: Shoot apical meristem; IM: Inflorescence meri-

stem. Bars=100 um

NI, B DGR TR A SE S, 6 R BN . B T
R, TR S5 R (1 BRI 5 2 A RSOk ST AT
22 3], HLr 22 VRO ) B N OB, (R — S X B
Pl R B A U BURR L T R G A (Kiiniry et al.,
1983; EARILEE, 2008). tbabh, HA MR HUlivE (i F
PEANTRAR L 5% BUEARATGTR 1 58 ) (1 s T Ko
{1 7 S P th 52 206 J JHRE I o 2 A TR A e
243 P TR A Ml DX 5N B 26 B2 H R 7 s [X
PRI, FEARAEAE RBL Z O g 2 .

FEAAHE B AR AR 52 B g SR i 22 T 4
iR, BOMEMERIRE SR, SEUEMMAL, EEA
Friegs R, ™ H [F K £ K & (Holland and Good-
man, 1995). FHIET UL, o] 3R ™ 2 R 1) 1 A
7 KA e b DX [ A

42 FHEEBE(LBRILR)
MEZEE S L KEESML A B EYIMG. TTREMN,
TG 2488 0 e 8 R o] DA e ARLER ) I T AR 4B B RO
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GAERRE S, TR BT 32 i R oK A58 P ) S A7 T AR
PR, AR, IR 2 R B INT BCRE R A O RO
A, XTMERERR R R B e AR, 5] R E A
KRR MEMETTAE R R . SR =5
v (B W] 48, 2006; ZF A4, 2010). MLAE, 6Tt
TEVIAE KR B AR R E AR . FORMERRR & IR
AR BUK, ANEDE T REE B YA AR S,
H 2T RS S T 5 B AR 1) AR AR AL, TR R
SO RE S, 1998). SN TR i S FE Al
FRAE TR B W52, AR SEI0 = 75 /T IR 7 b R4t
BT 2RI B 25 A T (R &5 R Ja R AT m 20t Ak
¥, EOD-FR; BAJHRIEF G HRb szt 400 b B,
WL+FR) T K FE (V3-VOIA ) FIMEAE (V8- 1 211 ) &
B BRI, B R b FAE RO 1 I8 4
A= 423 (SAM) A6 73 AR L S (IM) R BB AR, A 45 A AR
MERE A 1) & 28 50 AR ZH 244 1T K B (Kong et al., 2023).
K — ARS8 J O R 5 ROKRAE T KB % VA %

43 BE

T KAE B AP SR A R, TR s B R 2
FEE AR R E . BTG, A H RS
I ERMAEKKE, R, 6miel, =2
] B SRR /N AR AT R 45 3iE KR
SIS TE], S8 /NN, IERTTAERISE SE, M
A BT SRR K (A WA %, 1997, #f i k%%,
1998). WAl, FKAH HIKM 5 H AR E VAL,
A= IR I RS BT R AR . SR, 4T
XoF T T KA S v T AR A Y 45 B PR A AT R

=

4.4 K53 (FE)

TR e TR W SR E 2z —, X &
K Bk ™ g (Daryanto et al., 2016; Gupta
etal., 2020). 7EEAKRIEH, & REFKET R, BAR
SZHE ANAE 25 TF 24 AT bR, (R R AR DAk 22,
HE Sk 2z 2 (ARG IR K, RIS, R4 R
F AL E K7 E (Bruce et al., 2002). 3K &%
KA R B R i 32 B K A R . R BRI
TR e TRAE T K & W5 RN, BN 5
X FOKRAER AT R T R A3, 45 R R 5 A
RELR T FORMEMEAL T 1 K B REFE, HEREA B R A

o, TR, SRR E R Dotk
DL, T e A ) MR 22 A Kl X MR AR 22
oK SRR T AT S A b, S M R OR M R ()
19 1) 5% 5 U 4% 5 N a-expansind (ZmEXPA4), %%
%2 T B i §RIA, 1 #RIEZMEXPA4R. 44
T T KM T R A, s R AR 1) O ) 9% R B o 1
(Liu et al., 2021).

5 ERXBUEMEERTIEEMBREFH
ZIREEHEAERWHRHNA

TRMYIME RIS R T 4B KSR (1) A
By ARl (KA BR KA YL RE; (2) AR KF
FI R AT R SURERE; (3) ARSI i
RIPERTRLY IR, (4) A B 38R B im o
WAk B A8 & B £ K Fiid 72 (Doebley, 2004;
Zhang et al., 2023). 7E M F )il 4 5 R K AR
KA BT T AL BRGS0 s
PUT MG R . TE BRGNS R R,
AT AL ) TRt B AR S R T HEAE L,
HHEVGTT1. ZmMADS69. ZCN8. ZmCONZ1. DLF1.
ZmMADS67. ZmCCT9. ZmCCT10. ZmELF3.1.
ZmPHYB2MZmFKF1b (Salvi et al., 2007; Yang et
al., 2013; Castelletti et al., 2014; Huang et al., 2018;
Guo et al., 2018; Liang et al., 2019; Sun et al.,
2020; Wu et al., 2023; Zhao et al., 2023)%5(|&5).

VGTTRE M B i B oK IEQTL, £ —A4N4)
2 kb fRsFAERIS X, 1 T Il 5K ZmRap-
2.7 FE70 kb4, 3 ) ek SRR 3 K OKIFAE
(Salvi et al., 2007). #— W 5 R, VGTT R
JEF(MITE) B 48 A\ 5 BAE & YIA o6, 2 il B oK
MITEH: AN A% (75%) 2 3 = T #vily £ K (25%) (Duc-
rocq et al., 2008). t4h, 17 FZmRap2.7- ZCN8fEH
W ZmMADS69, BT 15 AEX MZ TR Z S
PERRAR, HRIAAKPFEARRRE FoRPBE ST K4
B RHE T K ARG Hb DX [ i A B X f 38 B (Liang
et al., 2019).

ZCN8Z KM B Ji A 1 B AL O -, L E3)
T L HISNP-1245 5 FF fE i) 0] = JE AR G . 1IZSNPHA
MGH AL AL, Hrp, AJERAL(SNP-1245A) )8 T 5
TR, 5 iZ R B ROk R, ZCN8IER
KR, RN FAE; GHEHIAY(SNP-1245G)



MITE#: )7
ZmRap2.7
VGT1 ~70.0 kb

Indel-2339 SNP-1245

v | ZCN8
~23kb ' ~1.2kb

SNP166

HH T |

ZmCONZ1
CACTA-like®% ¥

h 4 ZmCCT9

~57.0 kb
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Harbinger-like%% & ¥

\ 4 ZmCCT10

~2.5 kb
LTR/Gypsyii%t ET
NonLTR/L 1384 #E
\ 4 \ 4
~31.0 kb ~7.0 kb

ZmELF3.1

Hap4
ZmPHYB2

SNP2 SNP3 SNP4 SNP5

1 1l |

ZmFKF1b

B5 KA e R ThREM: B ARAF 45 #9 R = Kl (Salvi et al., 2007; Yang et al., 2013; Huang et al., 2018; Guo et al., 2018;
Wu et al., 2023; Zhao et al., 2023; Li et al., 2023c; Chen et al., 2024)

Figure 5 Schematic diagram of functional natural variation of key flowering genes in maize (Salvi et al., 2007; Yang et al., 2013;
Huang et al., 2018; Guo et al., 2018; Wu et al., 2023; Zhao et al., 2023; Li et al., 2023c; Chen et al., 2024)

M2 (Guo et al., 2018). L4k, ZCN8JE 511X )
Indel-2339%k K [FI FE T 8 FOK$E H AR, % HE K A7
BRI A K R IR S A AT 2R T R T AR ARG R OK
(Guo et al., 2018). XLLLE LW, ZCNSJH )+ [X 45
[1JSNP-1245F11Indel-23397E & K M #A iy b [X. [ 3 77
Hhy DX 45K 1 i FE b R ¥R AR . ZmCONZ1 J&
ZCNSIIE A B, H o X 551661 2 LR 5 I
TEIABE I C, %A A EARIGH R R, o,
ABE K 7Y (SNP-166A) J& T 51640 7 5L 5 AL, #5717 1%
R T KR, ZMCONZ1FR LK VTG
[K 7% (SNP-166G)[f 1 5; SNP-166A%E X B4 5 T
K 23 AT 59126, (58 % )izt i T~ #iy oK (4%), il 2
TE R 4 AL SE FoR R R A AR %2, X R B Zm-
CONZ 11 ]SNP-166A%E K A 7£ £ K& N Ak 77 =y 4 i
Hi X A AL HEE I (Wu et al., 2023). 4, DLF1/E
NZCN8II HARE A, ## 3LFE K EKFAC, i#t—
AR BEDLF 0TS R iEe & B 2K ZmMADS4 (ZMM4)
MZmMADS67I¥ 131k, 553 KT L. BER R, 16
KA B PACERE: TR I FE v, DLF1R)3" 4%
XMZmMADS67W] %% 3| T & #%(Sun et al., 2020),
X B ZCN8/DLF 15 Y 75 41 1t T 2K X 30 37 % i
FTAEVER

ZmCCT9.ZmCCT10F ZmELF3.175% F K Wi )8 '
S R iR B R . HoR, ZmCCT9MZmCCT10
() _F 3 4> 148 N\ 7 Harbinger-like F1CACTA-like % i

T, HIHEX 2N B R Rk, AT FRAE T R AR S Ol S
Wi BURE, RHEITAE(Yang et al., 2013; Huang et
al., 2018). ZmELF3.1J53 51 X A7 E 24 5 25 41
WG T, 43 5 9 T 7 kbAb FINonLTR/L 1
WL T M131 KbALHILTR/Gypsyidi i i 1. 44X 2
AN BET I B A2 R, ZmELF3. 1338 K P is,
H &I A £ R (Zhao et al., 2023). HULA i,
ZmCCT9. ZmCCT10F1ZmELF3.1)3 % ¥ X 1 1 4R
A5 SIFEEYIAE, FRE RN IRk 1
R P AR

IEAh, 2 A RIOGME T IR AL TR IFE
N AR G REE . o, 4T 52 ik 2 Rl Zm-
PHYB2(1) 5 1EM 7 L K Y Ry B A5 B Hapd, 1% 5 2
1) 46 o7 25 TR AT %6 7 3R ] oK B Ak AR b B o B AR AR
RHEREZ DI m, 1 HRIAKFZE L et al.,
2023a). Wtk % ZmFKF1b7E 3 [ i B T oK
EHEHEPHEE M ERNHEEZR 2 SR E R
i, #— LW £WH, ZmFKF1b 516 845 B 2
ZmFKF1bHar-C7-2 | 3385 1% B 5 70 1) B K Fh s, Zm-
FKF1b 1) 315 7K P 5485 4 ZmFKF 1bHar-258 B £ 7 1]
FiomE Ry, ELIFAEHS (M EE AT . 1X 3 2R KN ZmFK-
F1bMap-C7-2 5 £ 70 3 Ko ol ot ' J) 48 P A B 50 3%
K, (15 FoKRRIEIE R4 FE IR i X (Chen et al.,
2024).

gE BTk, FOKIFIRIR — DR R 2R,
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5 R R AT X 5K BN AT X B A2 v, A2
Z 5IEHIRE R (R Dh RE1E B IRAR e A5 E AR
SRT,  H A ORISR K] B 2R A S (K TE AT 4R
AR B, ALY E 2 e 5 N R g
PEBRAC S, T B K A M I8 B R B A E

HRE

6 WRRE

6.1 EREHPIEMES R, YEENEHE
BRI EEME B FFE— LRI

FEAC 2 T K 3T WA [R] AR 25 PR 358 b A 110 5% B v TR
o ZUWTRM, TR A 2 o8k R 3
() 25 1l R R TR, AR A AR AT AT 52 BB AR P i
AR I SL R B2 (Buckler et al., 2009; Li et al.,
2016). HULE I, FREHIEE 3 E 4. Dongss
(2012) 5 T-40L B I+ ARG o AR R 4%, S0 Hy
540 % B R TR TR AL AR 2%, B B FTCH
DBFERE R T BT BRI S, MRk ek
(A6 3R J5k DR 3 H stz /> TR S R 77, LR I
£ /04730613 K 2 5 AN [F 1) F A6 R #1844 (Fornara
et al., 2010; Bouché et al., 2016), tHiLy% 5 T %
B R A RMEYI KRG . thah, B 1) T KA
W £ T 75 K 2 A T B B, 1 2 HHE T 1 1 428 X 4%
B2 HE 0 A RS AR S R TR, 3R
TR 2504 5 3 2 () FOK T AR 2L Y, DL & £oKITAE
VA, 58 HAE AL R 2, T R E
38 AN [R] AR A5 DXCFRE 16 R KRBT A R A B O 0 4 A
BL R B

6.2 ERAXBEMERNTIEMYBRER B
— LR

HAl, ©f KEFITET TR RO st ot
ITHIQTLs 7M. T T s, EARFERA 20 EH B
T~ SNPs HT 171 A 55 R 20 X 320 5 8 391 140K %5 D AH
K, KEAL UL F AT T FOKM1056 G tifhk | ix4t
QTLsHEB Gt I iE I ok, TURHE HE 5L RE
DReE i H AR AR S RAEAE L, Horh—L2QTLsfEA A
AR T A B 22 TR 7S P Al R B RE, ZmCCT 104N
ZCN8 (Hung et al., 2012; Yang et al., 2013; Guo et
al., 2018; Zhong et al., 2021), FHiXLLQTLskHIT)

REAR S 7E H AR I A AT e DURH O B IR AR AR AE - SR T
3AH 25— 8670 QTLs R REE RS i AL B4, JUHZ
TERUSE R A AR e A 31, X I 7S W] BE AR AE
i A5 Dy RE A e 0F B OKAE kS B 42 4E ), B4 X e
QTLs T REAL F 7T B 5 23 1 52 2% 1) 1E [ 1 A% 2 07
AT A S E . RUAECL E2RE LA N, B AT R
TE A T B I 45 5E D REE B AR AR S 1) A 2 R AT 1
AR AN, FRREE D TiEKHE R E M
LR, BIEFEN 530X i i e ) i R 4 a2 % IX gk AT
TIRAWE 5 (Hufford et al., 2012; Liu et al., 2015a,
2015b; Wang et al., 2020; Chen et al., 2022b), K%
AN [F) AR R P 2 A e R BRI AT P AN [), E G — 51l Ak
R AL T R EAE AR IR [N o 3 e S 35 R 4 e 4%
Tk, S DR T B R D e SR M D Re 1R E AR
AR5, XL REAR A K A AR o H IR AR
Fro SR, H AT 4 o0 B 45 58 i 2 e B Th e H
SRAF 53 [ B RN A VGT1. ZmMADS69. ZCN8.
ZmCONZ1.DLF1.ZmMADS67.ZmCCT9.ZmCCT-
10 ZmELF3.1. ZmPHYB2HMZmFKF1b (Salvi et al.,
2007; Yang et al., 2013; Castelletti et al., 2014;
Huang et al., 2018; Guo et al., 2018; Liang et al.,
2019; Sun et al., 2020; Wu et al., 2023; Zhao et al.,
2023). Ak, ZmPRR37atliil N7E F K E i fE
RIEEE/EF (Yang et al., 2023a), RE A BRr#
PRI AL AR YE SCHE, SR Thae Itk B 2828 St/ S 1Y
TEREEEIERE, — @R ERRE] 7R TR E AT R
PR R X e R PRI AE s KA 30T 25 R A R B A o AT
ST RO AR BRI S 28 M, H AT 6 5
DRI D et AL S 2 IS A fe o Rk, IRANEZ
P EOKAE W 1 B R B Dh e 1k B AR AR ol 2 AR R &
KAEIWT T B ST M2 —

6.3 FIAAHERMEEWET EXMRFRL
EERERERREMF ERTERNANEERE
I - AR KR I [ AR 2 R AR, TR, SRR
ilitie RV D I R S S N SR VPR 1 E ST R
SR, Tl e o R AR A R R E, ] OR
BRRRBR AL S 2 BEVE D i B . H AT, AR5
M B 1) ] oK 7 ik 2D BT B SR B
FARGERPR TR, A TORM R S AT E B
R PR, —J7 T, S IX B 2 A8 | IR



9o BT, I A A G TR LE HU M R0 M T T
HA B EMH(Liu et al., 2015a; Wang et al., 2016).
B, FORH OB TR N ZmVPPT (Wang et al.,
2016). ZmSRO1d (Gao et al., 2022). ZmNAC111
(Mao et al., 2015)F1ZmRtn16 (Tian et al., 2023); LA
K 307 J7 55 9% 3 [ ZmRppC (Chen et al., 2022a;
Deng et al., 2022), 572 MFAHT A 5T 2 38 14 5E
Ki. By FRFRBEZHESEEE, FAET2R
R 4 F R EUESE R R BRI . BE
T oK M H X [ R L X K, 2 PR E R
B, fEREVF 2 BB RER LK. B, Prims
S 5 K 2 ZmSRO10-RTE K 4 Fi v DL i A% AT
TE, EAE K R AT 7 R 1 DX i) i b [X 9 8 R 300
AR E b 2 H S0 E W T B (Gao et al,
2022); [FIFE, WA R 2 v o R T UPA MR R 5547
FERTE BRI FE 2R, AXTE G KA SR 7R
(Tian et al., 2019); 74, AT EOR = 8 5 5
[KIKRN2 (Chen et al., 2022b) % i 25 [ A& & =
ORI % B 3L K THP9 (Huang et al., 2022) 1 #B2 M
KA B E IR . BAh, BT R S
I PP B A B B R, L o R PR iR A R
B RIS (S E5, 1996; 255855
2000). J s b, g s PO i 35 b 82 B i) H
Mo R B A AR Y H S B A A SR Rl
G| N #is FOR MJE R A 2 R B T7-2 (BRI,
2003), ZHZ R HH H50R A R FoK IR M
Forb 48 F B A = ) T AR A K K 2 A8 ol 4
FLO58., [HUth, A HEFFH #H B AT e R E R
DKol [7) J55 Ak ) 8 ) B B R I 4%

SRIM, TESEPRA =, A7 K H AR T
Gy PGEFR 2 MU AERE IR R ATFIE IR, IX )
KPR T A5 ORI L X S . 24T, 4ER
FEMFKZX, wmRE R HEEE KX, EHE
TR DX AN [ 2 4 ROy, AR e A B iR A
X o 32 R G [ R ATk BRI 45 1, BT
TN R A I B J HH BURRE (E F TT DA S B A B
JR A S N R . BFFEER, X E A
KX VGT1.ZmMADS69. ZCN8. ZmCONZ1. DLF1.
ZmMADS67. ZmCCT9. ZmCCT10. ZmELF3.1.
ZmPHYB2F1ZmFKF1b%% 8 B 4% # 5 [K Uy R A% S 47
AN L% (Salvi et al., 2007; Yang et al., 2013;
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Castelletti et al., 2014; Huang et al., 2018; Guo et
al., 2018; Liang et al., 2019; Sun et al., 2020; Wu et
al., 2023; Zhao et al., 2023). A K, FFIIAHERM
QTLs. KREEHEFFITIREME T AR, 455 = AR
AR R A FEHOR . T RGE B A 7 TR i e
PR B FE R i BOR S 7y  B 77, (i oK
A RS e AR R ML, R RO N R Y R K
R HA Rt .
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Abstract Maize (Zea mays) is a staple crop worldwide, serving as a major source for food, feedstock, and industrial
materials. Flowering time, a key agronomic trait determining diverse environmental adaptation and yield potential of crops,
is determined by two developmental transitions (namely vegetative phase change and floral transition), and complicatedly
regulated by internal factors (such as genetic factors and plant hormones) and external environmental factors. Given the
importance of flowering time, in this review, we summarize the research progresses on the regulation of the two-phase
transitions in maize, mainly focusing on the aspects of structural basis, physiological basis, genetic basis and molecular
mechanisms. We also highlight the contribution of key flowering regulators to geographical adaptation of maize, and
discuss future research directions on flowering and application in breeding, aiming to deepen our understanding of the
genetic regulation of maize flowering and provide a theoretical basis for genetic improvement of maize cultivars adapting
to diverse environmental conditions.
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