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HET, ASAT, BY, Bk
VT A MoK 2, M T 4 R 0 0 52 4B T 90003
T 40 L1 Al 5 2O 2 P B o 0, BEM 311300

RE SRR IUVEORECE B0 TR s ARG K, BRI S E R B B 12 SCR SRR A AR BL
TEMESRALAS B A H M 2 10Rr i, SRR 7 B AN S ) v EORAE T i) 70 LB, B35 2 510 A 1 42 10 B B o
K7, PAJzmiRNAs. DNAFEEAL . 2 H (B AN e (57 31 90 A5 Rt A% R 4% 05 3, DR AE LA b J B AR RIN BT AL U7 1)

XA EIN, RS, B4 E K E, MADS-box, AT
WX, A&, F¥, EK— (2024). Y Eme s TR MYk 89, 257-277.

W E ) AL B AT IR = O AN E, LRI
NACTE R A 2 B HCH G, AEHERE A T AR
K, PLRAELEH PR BAME/NESE . H TS AN H
SR G E A AR U T AR R, RIAR REIR. &
Rl MERESSEVR . SRR IE, EE R
PR OGER BN SR AN X T AR, 2009), KT EIEAETE A1) 71 HL
i, AW EE D TIEEE K & ABCDER Y K
% 5 % 1 7 ) MADS-box % [X] 5% ji% (Theilen and
Saedler, 2001; Krizek and Fletcher, 2005; Thomson
and Wellmer, 2019). JT 45K, Bl i@ &0 5 15
DR SR e S5 R R, AT 6K & 151 AL
1T T ZIRNBEF, W TR RIF A FE T (Arabi-
dopsis thaliana) (Thomson and Wellmer, 2019). 4>
% (Antirrhinum majus) (Cartolano et al., 2007; %=
BARIETT, 2014), #%%:4F (Petunia hybrida) (Noor
et al., 2014)M1/KF5(Oryza sativa) (Sun and Zhou,
2008) % LM ¥ 4 & 2] H 2% (Rosa chinensis/R.
hybrida) (Li et al., 2022). %i{t(Dendranthema mo-
rifolium) (Wen et al., 2019). 1145 (Camellia japonica)
(Li et al., 2017). “%#k(Lagerstroemia indica) (Hu et
al., 2019). ¥ % (Malus spectabilis) (Gul et al.,
2019). 3%(Nelumbo nucifera) (#4%f 51, 2019)F1%
#H(Orchidaceae) (Pan et al., 2011)&&KEL M

Wi H 391 2023-07-22; #2252 H#: 2023-11-14
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0 B R 5 4 N A E 2 6 DR [ s o) 1 R Ao
f#. fEABCDERLZY Y, [ T DR IhRe N2 51
BUE AL, A By CHIERIIRERERIE S Fr o 0 BERE
ARV 85 1 B 47 W o T A e i T 4 v 38 B AR
o IR, ORI Z FIF 50T U6 503 24 B SR Rl 111
VR, BREIAAIER . 40 pe s J2L KR R
FEK%5. b4, miRNAs. DNAFISEAL . 418 A&
T e (0 Ji R 50 2 R 0 AL R I AGE T2 2 51
IR B AL R o 3K e SC AR S TR - RN SR W8 A% T 4
R R 5 2R A P O T TR R AR B R 3 11 b
FRIREE K2 A ) A4 B TS UM, b3t
[ 80 45 4 21 PR PO o

1 BERESULKFER

1.1 ABCDERBRHE{TAER

16K H ABCHE Y [ 1991454 tH AR |32 SR FH 3
HEA, ik TA. B. CEZRARFHTHEE R FVE T
BRI R T G S 50 B AU AT 0 (Coen
and Meyerowitz, 1991) (K1A). ABCHER! 3= 2 DL
A TP RN 4 0 RE AR U R, R i iE B & A
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75 I PPk B B S JE R (Dubois et al., 2010). fE 2B AIRIE; 10 PIE T REIE PR AR — S BE R 10 25 3% T
EHEFCHIAWIER N, ABCHELM 1% 25 K i 3 5 58 2 1) FEU BRI R MR Rk, T ITERS B R AR
ABCDEM A (E1C), HAEABCHA AR EEINTD  KMBLS. 4N AL B. C. DIYRIhAERENF ESE
KAERDeIER, LFEHBER TN R EHE KU EEREE O KT A EAERE RN REE S
(TheiRen and Saedler, 2001; Krizek and Fletcher, W), AR S S5IE8E G4y d g, BRIz s At gl
2005; Thomson and Wellmer, 2019), FR 9 PU B4R KA (B 1C) (Bowman et al., 1991;
7E ABCDE £ B! 1 AR Tf fig 2 Al 1 #5 AP1  TheiRen, 2001; TheiRen and Saedler, 2001; Sala-
(APETALAL). AP2FIFUL (FRUITFULL), B IhfEdk mah et al., 2018). ITFRMIFFE RN, ZE AV AR
K5 AP3. Pl (PISTILLATA)FIDEF/GLO (GLO-  JIFF&5A 24 CArGIAEF Jafk, TEHDNARR, 1
BOSA), CHIIFERIFNUIHAG (AGAMOUS), DI} W NI A % 5A5 (Thomson et al., 2017; 5%
At 3 [ 4 % STK (SEEDSTICK). SHP1 (SHAT- T4, 2018). WA FEHINAZE GV HER fE 3L
TERPROOF1). SHP2. FBP7 (FLORAL BINDING R Je s, Hah & Gutt 5 Ja T 0 S R WsAE 2 1 8 1
PROTEIN 7)f1FBP11, E & 3)jfE 3 [N 4 45 SEP1 X G5 (R Gt AT I, DA Bk S ) % a1 K]
(SEPALLATA1L). SEP2. SEP3HISEPA4%:(fihill 4%, T 5 DNATR &5 &, DT S 30 0] 51 5 DR ) e s i 4%
2013; Salamah et al., 2018). WE1CHR, 7% (Pajoro et al., 2014; Zaret and Mango, 2016;
Rieh, AZSTHREFEDN AT i % H R E, AZSfIB2k Thomson et al., 2017).
DhAE LR I R 6 R B, BARAICK I g 5L 3t ABCHLRIFE i LAJS, fE—LAa PRI 1 1EK
AR R E, CHETh Ak IR ] B 4% 0 JE K H Ihfe R R A S5 ABCHE AU — 8 15 . LA
Y, DRI R E A K S, EXThes:  BRTMH O3S E E(Tulipa) e v, HEE1, 2
e e E MG R A R T 45 s B ik RAES BB ASSRBLH S ONIENRIR, RaB A BlEIX
H. FE, ARRCHRINGEILHA EH BT, BIAZThAE WS E h ikl B AR BRI I K ik, AP
BRI CHRINRERERIE . 2R IEH/ B HIRIE, AT R A AHFE K “4EWE” S fr(van Tunen et al.,
2 CRIae WA MHIAL T e L K 7E3. 44818 1993; Kanno et al., 2003). I, van TunenZ(1993)

A B C D
B B
mEc BEE-c b
| | | | | |
LiRa dikinie i Ciesies as Y

L mi

Se Pt St Ca Ov Se, Pt,

B1 ¥ HEYE & B T (2% Soltis et al., 2007; Thomson and Wellmer, 2019)

(A) S ABCHIBY (LI R IF . G BRI A =5 AMREK); (B) SUSMABCHEN(UIMIEEE . H&E. BB REHEY
HEE); (C) ABCDERER (LA 7l fh 5 S5 U M 9 103KR); (D) (A)BCDRERY(LLARINZ AKRE S N, (A)RIRARIIE
FKEER B A AN FEG) o B SkRR A R B ThREIE KOG RS e Ae 4 B 10 AT B TRERARERIBIVER . Se: 4, Pt 169, St MRS,
Ca: L2 J7; Ov: JiEEk

Figure 1 Flower development models of Angiosperm (refer to Soltis et al., 2007; Thomson and Wellmer, 2019)

(A) Classic ABC model (represented by plants such as Arabidopsis thaliana, snapdragon and rose); (B) Modified ABC model
(represented by plants of Tulipa, Lilium, Ranunculus and Aquilegia); (C) ABCDE model (represented by model plants such as
Arabidopsis thaliana and snapdragon); (D) (A)BCD model (represented by plants such as gerbera and rice, the defined (A)
combines A and E function genes). Arrows represent the regulation of functional genes on specific floral organs; T-shaped lines
represent repression. Se: Sepals; Pt: Petals; St: Stamens; Ca: Carpels; Ov: Ovules
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P T ek ) ABCH: 7 (modified ABC model) (&
1B). TEZMEA rh, BIS D) fe 5L PR ) ik [X I fif 22 2
181028 B AL E . B )5, Bowman (199732 H 2 51
11 5t (shifting border)fi & Al Kramer%5(2003) 42 H 1
W3 F(sliding boundary) i1 5 24, BIB
Tl fie A5 DAL PR320 S e A% 1) PN B ) A1 25 X S Fe 3y o IX U
R 7 — e P b T A SR H O R B N )= B
HNZAEAE B & H T BT e 5 [ 1) 08 X AL fb it
Beo HAT, CIRIEMRK TR & X BB Y
5 0352 A R (Lilium) DA R 3358 50 43 3
£ ® J& (Ranunculus) #1 #% 2} 5 J& (Aquilegia) (Soltis
et al., 2007).

[F]IF, ABCHLALH AR T Re Bk R AR R 2 4
W B4 & 0 5 & (Antirrhinum) 78 P 19K 2 508 718
Yrrb IF AR R IR B T ASS D RE L DA 1) R A2 4k, H
RU{EAEAL G I, e A AR Tl g Ik A ] B B A ok
JEH . 250168 T S UK 5185 R A 2R B AL
#EIRE(Wellmer et al., 2014; Theilen et al., 2016).
A1, Causiers$(2010)#& HFHARFER AL H &
FEA(A)EIHRESER, 4R (A)BCDELE (E1D). (A)2
Dhifie e DR 1 AL 48 o A 4y AR AL AT 1k, 05 B
FHCH e FE K I 1% FAEAE 50 A 2H 2 53 X3
I RIK o S DR SR A Y AR 1 %6 (Gerbera
hybrida) L f2 7K 45 85 K A< BHE Y b 15 FHE 5 (Wu' et
al., 2017; Zhang et al., 2017).

ABCDERA L ABCHEEMATAEH RN BEHEKRE
PR oF T A 1 L 40 B A T R o P A A R A
o BRI RAR 2 A0 98 B e ik R A A8 2 S RN gk
TR R EHEAE A o bl oy G B R DN 1) S A Ak B
AMEFR KA SHE. 3. ARRTERE HB LI %R
MR EIRAE,; EAN R i g bk Bl ik — 24
R L [ A T W %% 31 I fE % B (Huang and Irish,
2016; Thomson et al., 2017). %188 & w2
IS IR R E I ST A ERSE 3 R Ry =Rl
WANAZR, M-SR M2 (Ma et al., 2015;
Chen et al., 2021). 1k4h, CAWIFLEY], ABCDER
BT 4y fifRE — e E R AE AR R Y U7 2K, A R
Je B ERIEATE T RE, SR T U R R
5B AR IE X 835 V) A 5% (Fambrini et al., 2014; Ma
et al., 2015; Hu et al., 2019; Xia et al., 2020).

WRSE4sE: #er e e EHL > TR HLE] 259

1.2 ZTEHOTHERI LW KD

A8 H HH 2SI J 4k D7 52,
ABCDE 5 B 77 4 8.4 7 1438 FH % — FL DA SR AT A2
FHAGE (Wu et al., 2017; Martinez-Goémez et al.,
2021). 2%\ NABCDER R 5 38 FH T 4% 0 LA
TR . AR TR BT R A A0 5
B R, A5 bR Gk PR ) SR A U A A
K 2 5 (Zahn et al., 2005; Hileman and Irish,
2009). LA B E R =48 9, BT hRe
K AP3-like 7E 2= BHE Mk b i B & )15 T 2k B R 8
&2, P42, RIAP3AL. AP3A2. AP3B1Al
AP3B2 (Pan et al., 2011). ix6FE K 7EAE 88 B e g M
Teie R G R o BA AN F )RR, HAE AR
AN FEYF R WA R B R . BRIk, Pan%§(2011)
P TEA T 2EMHOT (Homeotic Orchid Tepal)
16K B (E2A). EIEHOTHR ER T 18Kk B B
B (LFEANAP3-like LK FIPIFEH). CH. DR
A JE R BL % & MADS-box 3 B 7E &% /> 16 %8 B o ()
B 725 RIERE M . TEIZB B, 167 KB M1, PIAI
AP3BsI: A 1k E % ) E R, PIFIAP3AL. AP3Bsit
[) ke E M )T 1, FEAE2E K B BB, PIFIAP3AsH:
A, LLKAGL6-like f1SQUA-likeZ:MADS-box3 [A 3t
A Y s JE IR T K B S, HsuZ5(2015)WF L T 2188
AN 52 A AL 7 PRI, 2 H
— Pt ik AFAE T S BHE S R B, AR
# X% (perianth code) (K12B). 7EiZ A H, BX I HE
F AP35 E T fit 3 K AGL6 [ [A] Y5 25 11 73 il 5 PI
B A 2R AN [ 1 S R PO SR A, ol i A S TR R
AFEMEAE, b 2 e g . BRims,
24 AE i h HAE7ESP (sepal/petal) & & 14 (OAP3-
1/OAGL6-1/0OGL6-1/OPI) T T B3 i RAE i, #H %,
HAEAEL (lip) & & 14 (OAP3-2/0AGL6-2/0AGR6-2/
OP)I WITE RS M . A6 h 270 52 4k 5] IS 7 72 B
[FIBT R IR, <72 AR AT S I 5 =5 AL 2 [8] 1)
REPERIAEISE M . HOTEASRIAE AR I /s 7 2248 1E
WE KB MRS RS, A BTN S
AR T (7= A LR R 22 AE e AL Ak 7 s

2 S5ERUAENXEERET
202 4RI SR I, % Fhiee IR T (R 8 2
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R0
A ok B 17 g w— o
) s * s g
R 4 iz y A\

— B
CID% =3 ELYIYViZ
HEMADS AP3-2/L6-2 AP3-1/L6-1
4
AP3 A2 ‘
%3
AP3 A1 m
4332112
AP3 B1/2 “
m
PI OAP3-2 OAGL6-2 OAP3-1 OAGL6-1
Eh bz 3 = AR
1 2 2 3/4
Pl OAGL6-2 Pl OAGL6-1
LE Ak SPHE &k

12 210k EHOTHIE AL AR I% (2% Hsu et al., 2015; Zhang et al., 2022)

(A) =AE K EHOTHBL(TEALT K B W BARIAE2E K B I, BRI e A PIFIAPIIUAN 7 3L 3L Al v 8 AL 2 BB R LT KB
M H, PIFIAP3BsEL A ¥ E = (K R, Pl. AP3ALFIAP3BsL Al ¥ e MM A, TEHF K BB, Pl. AP3AsH: A DL K FH &
MADS-boxJ K 3 [F] v 2 JE IR IITE AR); (B) 22AEAEREARRG(TE 2« FRIFIE e, PIoY 5l 54 [F AP 3-like BRAGL-like & 1 AH HAE F
TEREL (OAP3-2/0AGL6-2/0AGR6-2/OPI1)&SP (OAP3-1/OAGL6-1/0GL6-1/OPI)E &4 . 4L 5 & Bt o= A= i UK B B3, 24 SP
AR BB A I U T S R, T 3 BRI, WP AR TSN T2 IR E R ¥ B a8 ). 301, 2, 341k
e HHA.

Figure 2 HOT model and perianth code for flower development of orchids (refer to Hsu et al., 2015; Zhang et al., 2022)

(A) HOT model for flower development of orchids (Pl and four clades of AP3 of B-class genes specify the orchid perianth forma-
tion at the late inflorescence and floral bud stages. At the late inflorescence stage, Pl and AP3Bs determine the formation of
sepals. Pl and both AP3A1 and AP3Bs control the lateral petal formation; at the floral bud stage, PI, AP3As and other MADS-box
genes control the lip morphogenesis); (B) Perianth code of orchids (in the sepal, petal and lip, Pl interacts with different AP3-like
and AGL-like proteins to form L complex (OAP3-2/OAGL6-2/0OAGR6-2/0OPI) or SP complex (OAP3-1/OAGL6-1/OGL6-1/0OPI).
The presence of L complex results in lip formation, and the presence of SP complex results in sepal/petal formation; the coexis-
tence or co-absence of the SP and L complexes produces sepal/petal and lip intermediate structures). Numbers 1, 2, 3/4
represent flower whorls.

BR B E R R L EER, AHEMADS-
boxJE A, i 7 FPTL (PETAL LOSS). HAN (HAN-
ABA TARANU). CUC (CUP-SHAPED COTYLED-
ON). SUP (SUPERMAN)FIRBE (RABBIT EARS),
T4 M35 1 1 45 3 IWUS (WUSCHEL), BA K FR 1
FHCYC (CYCLOIDEA)Z (1),

2.1 MADS-boxE[H#
MADS-boxZE i 35%k [H 7 Z A T s, WHEE

FETR FIN i 17 51 B AT 5 B2 O 57 [P MAD S-box 45 14 38,111
4. RIEIERGEMRFEH KR, HPMADS-
box#% 3% [K ¥ 1l 43 A Type-17 (SRF-like ! ) F1 Type-II
(MIKCHY) 24T, Type-l1%54 1] 4045 AMIKCC
FIMIKC (Henschel et al., 2002; Kaufmann et al.,
2005). fEABCDEfEK BRI, BRAJKED)RE R
[FIAP241, e 5 (K 35 4% 5% MIKC £ MAD S-box #4 5%
A

HHl, MADS-box%: K 7t H=Z=. #(Prunus
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mume). Bk(P. persica). 1%, 4L (Paeonia suf-
fruticosa). ER#/KAli(Narcissus tazetta)f1 4 1E
(Rhododendron ovatum)& Wi & H 4 (11 46 & & i 78
Hufg 7 BB (Liu et al., 2018; RERHBHAIE4,
2019; Cai et al., 2021; PMEMESE, 2023). T4 IEH
A. B. CHIENYZE T fe =8 1) I 7 I8 R v 5 B v
JIRIE A % (Nakatsuka et al., 2015; Gul et al., 2019;
Peng et al., 2023). Cai%%(2021) £ B A 2 0 0 55 Bk
oA By CFIEZREE N ) I RR I EAT 04T, K
PAEAC I I 7 AL B By, B S Fh A 2 P PpAPL,

WRSess: e e E > iR 261

PpAP3. PpPIFIPpSEP1KE K () 3k & i3 = T il
mFf, TIPPAG. PpSEP2FIPpSEP3 R ik # iAH
SR o GUISE(2019) i 5 H A 58 ot P b AT 2 s 2L
Mpp, 455464 2 7 RKIEFIMADS-box E: K, HLE
JE IR 4 KX W 4% (weighted gene co-expression
network analysis, WGCNA)Z 1 & B, AGL24 7] fig 5
FYEIR B IR 5% o HUZE (2019 )% 4 7 B0 90 5t A 41 I
S0 IR A 1) B AR Fob A8 ZF 3E AT B s 200 ATW G CNA
30T, KIIMADS16. SOCLAIAGEEJE K 78 1 75 i 55
WAL R AT RE R FE EEAEH . PengZ:(2023)%2714N)

F1 S H5EIBULIHTRN SRR A T 2L & H )
Table 1 Key transcription factor genes and their functions involved in petal doubling of flower

R 2 FR g s R H R e 2530k
AKIedkE  AP2 HZERCAP2FRIE /K P ZARIRE T 5 im0 ], U pg v i MEAEESi@dR  Hanetal, 2018

BRIIAEE R PI

R IEZRCAP2T 5 T HE IR AL
PRSI Hh BRI R I Bk PpPI AT S S AL SR T b R TR

Xia et al., 2020; Cai et

(MADS-box) it FIEMATEPIF] S 02 F ik IR al., 2021
AP3 B % L RIATIDEF (AP3)MITIGLO (PI)A] 503 F i fk; Ay Sasaki et al., 2014
FLINEHF T S B F1k
CHRINREHEH AG BAEA . = RIEF H o TBRAG RIVEEE K T B S A, MRS YR Noor et al., 2014; Naka-
(MADS-box) IR S 1 A ZEE AL AT it 5 RhAGEIE X IS IR H1 5 tﬁUk;ojga'w 2015; Ma et
9% al.,
EF A K SEP3  ENnSEP3 Rk FEACEMACMEE D, RALL e MEESEE MR, 2019
(MADS-box) B
SEP4  Jj7%iTeSEP4 Kk F AL MAE S H =N /D, ZE AW MMESEHE  Zhang etal., 2021
5% #MADS-box & [ H A
T WUS  WUSECLVAE R 5 O BB 318 A A GUE &k, e Ito et al., 2007; FkR}&%,
H A WUSEK L ZAGHISEPHIH] . WUSIHfE B 26 S 30T 44 i Fl4E 2018
BEHER
B R PTL PTL R 4 RF 28 K R P (R AR I IR R F - BIEITPTL HeE Lampugnani et al., 2013;
Bk ] SEAEMR D . PTLIMHICR I AEIL R E 1. 2664E Quon et al., 2017
WEMRIA
HAN  HANTET4ERFD SR anin o 2 FarmiRaEie sy e Zhao et al., 2004; Ding
KE . KRB SEIE Il o S AC A S B > etal.,, 2015
CUC  CUCSTEfL# B iU A RIEF-MfiIg s sE. CUCLFICUC2E: HE Aida et al., 1997; Baker
X2 miRNA164a-c 1 %, CUCSXI H 545 S 52 1 b & A et al., 2005; Lampugnani
Vi etal., 2012
SUP  SUPEEEHIH3R 545 E8 B 2 RIS, raemt He Prunet et al., 2008; Pru-
KERE. sup/ag-1 W G4 (R AE O 7 o1 B Biag-1 G L 5 netetal., 2017; Xu et al.,
YA 1) B 2018
RBE  RBEM BT MHIAGRIAM M H25 53R ETLRAH HE Krizek et al., 2006; Th-
A S EACIEP M S B A B B B AR omson et al., 2017
WFARMERRE CYC [ HZERAEM A CY CREIE A i A R IA S EERIE MR IE PR Fambrini et al., 2014; Jun-
ACHEAR, I3 I 18 5 20 A 498 50 B M DR A A R TS IR /) theikki-Palovaara et al.,
2014; Zhao et al., 2020
He MYB  HZEHTEARhMYB123 S8 &5 i1k, RhAG. RhAGL1SH! MffEds#e)f  Lietal., 2022
RhSHPLE A K EFSH FBRBT LN EARLETH
PAN  $lFJFpan A pR AT —feas B AR n. Hrgeise He Running and Meyero-
T I AE 2% B JiR s AT AR it T 8] R S M e 2% B O s A 4 B ;itzi 3336; Chuang et
ULT S IP R ULTIRA S S e e eyt 2 . Haptimid He Fletcher, 2001; Carles et

W THTWUS-AGR B 2 5 T4 4k

al., 2004
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VARG AL P S b 24 A R AR AT VR A, 0
AR A SRR R B E I 119MRE
w P AT e S 2L, o E O A R PR 4H G B A
(genome-wide association studies, GWAS)F1 &A%
BEIIRAL A (eQTL)E AL HT, K 861 GWASHH K
ficis-eQTLsHI3 188/ trans-eQTLs 5163l kAl
O HCEM . H, AP3. AGL6MISEP3/AGLIK)
Cis-eQTLs FEUE A H 2 7 B3 . Wt Fifit 11
BEUEZSMHEEAZ LR, FERE THPHER
B AR R A P AR

Ik, MADS-boxik A 7E [ 256 4 v (1) 2y e it
FUE—ESE 7 HAETE S BT b B oo A
Py 1 e A 5 S USRS VR B AL IR TR B
Sasaki%s (2014)7E & & (Torenia fournieri) 4 [H] i it
FILBA IR N TIDEFMTIGLO, 1 i 3 K # #k
AW % ) 2 () A6 IR 2% A AR T TR A AR ) R
B [EI N AP AR BR2K; JRz, FER E L
I TIDEFFI TFGLO M) 22 1A U il WL 52 21 25 240 {28
HrE AR R FOR A . XiaZs (2020) & B AE (Eriobo-
trya japonica) BT R 5L K EjPI A /K 5 HE ik {E
HE AL AR BE SR AR OG, ERLR I o Rl Rk
HEAEEPIUE =2y [ AL =5 632, MRG0 1 46 0 =
4. Cai(2021)FE L I o ik W B pk B Dl fig 2k
K PpPI, 7T % 31 ke £ 9 4 L S TE 0 e 008 2 1 3R
A FRHE A RR ], BRI BRI )R IA iG]
A BURESS AL, H A B AR e T kYR
AR A YR

Noor4§(2014) 74 A=A i A eh, 14624NC
2 1) e JE K pMADS 3 FBP6 [ I 37T 2R i H B 85 52
AR A, Hob g S F i Mambo  Purple 24
B0 B3GR A S 46T R KBy 7 W H % - Nakatsuka
2(2015)7E =1t X lH(Gentiana triflora) i B £ 5848
R, R CITh e K GSAGL IV R IE B AL T X 1,
AR S BRI AN S FrHAsMEN T — B R
JiE - FAH O T AE I R IA 0L e I AR T I 5L 78 =18
TERE TR GSAGL, 7 H B0k 388 5 A8 R A6 R 1) 28 9
WA . YanZ5(2018)7E H 5 4% b T BARhAG 1 3k
5 7 R RA, e B b I B . DLk
WL, CAE T ReHE A Y 2k T~ U e ak 5 | ke e A
SO, JFC77 A ) B IRAE T A AR

A 53 (2019)FE DL B 71 e YR R 1A S I ESR Dy g

FPFINNSEP3, KL Fik ki kAN
W, HZ T1MRLLENEE, RYPNNSEP3E L
KR EA K. Zhang®:(2021) Kk Bl 7E fH 5 (Nicotiana
tabacum) it % ik 71 %% (Tagetes erecta) TeSEP4
SECIEA M S HCE DD, T REXUS I B = e S50
H—PIEH, TeSEPsE H R 5 £ FiMADS-box £
HEART LR 2 5 5 73 49 & e IR TE 10 K 8
T o DL LR B, E2RThREIE R 1) R IA A0 8 51
$2. 3MARAEH BN RN, XS 50 EMb T
BB T M e S YR 2R A

2.2 AP2E[H

EABCDEfL K B A, JUT ALK & 5 Y8
T MADS-box%: [F 5k, XA AT REE: B+ [ AP2
FNFIA, H)E T AP2/EREBP# SN T X k. OF
LRI, AP2TE R EIEES B & I S EIAETE il K
¥ 8 4E F (Bowman et al., 1991). 7EIUEF T4 5
W, 3. AL R T TR AP2H T ZmiRNAL72 1 i 4%
BRI FRR, M S S I R B (R R,
2018). Hibrand Saint-Oyant%5(2018)%  [E 5% H
Z= 5 Fh H A ¥ (Rosa chinensis cv. ‘Old Blush’)f{j Xt
BAGARHEAT I, RIS — A = E S5 R R F
B, FETE ML EEAE b5 3 8/ B AR Ak AT T
WAL ZREME AT R B, AP2[RIJRIE 2 % H 6
HER O T . fE1ZEEE A & 781 41 v T kil
BN RE TR, oo S H R E R A
REMICHE, AT @ AR AP 2[RI YR L K (1) R IA H
FIRhAGHIRIAIK I, FE™ 4 HEIE . Han%:(2018)
RILAZ=5F B A ¥ AR R 5 AR AR 2 U
%, BUA AMAEMRIRIAEE T 5 K AERESE A+ S 80
WHEM 2, MEiRAE TR, ok, &R
RCAP 2 [Fl ) 31K 52 AR IR 75 5 M0 e s il # ] o gk — 25
W R I, RCAP2TER R IF i RIA vl S &S 1 4
I A A AT B 0 A A S K, W AE A A M R U ER
RCAP2/I 5 F5 76 I i K5 Lo ol 8 58 2500 /0 . bl e I,
RCAP2 3 K 1] g A 5 P4 5 05 52 %o ) 2 o A0 1 i 4%
TER . 2 L3R, APELIA IE e it E, 351
LR T MRS YR A

23 FTHRREER
Homeobox# 5 Al F K i fIWUS  (WUSCHEL) 2 [A]
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F2 BEAE Tty 73 A5 L SURIAE 7 o0 AR A 2 A 0 X R A,
H 504 1T 20 (stem cell) i & 25 Fl 4 F7 25 U1
o, PR B FR A T 40 B ok e B[R] (Fletcher et al.,
1999; Yadav et al., 2011; Daum et al., 2014; Ro-
driguez et al., 2016). WUSE F fit 5 5 CLV (CLAVA-
TA)E A S AR 7 B i, e [ 24 R 400 R I 43 A 4L 40
W20 R K s DL e o A 414K /N (Brand et al., 2000;
Schoof et al., 2000). WUS#H ks CLV3HEF LT
oy FEH SIS ML R AR M Th B 2k, T R A
B EE )b (Laux et al., 1996; Brand et al.,
2000). [z, CLVHEH 8438 F HWUS I il 45 e ik,
T 8 A 43 A8 41 23 Hb B4 T 400 i 486 A O 7= A AR B A
. PRI CIv3-2R AR AR TR . HERSFIC B 4
% T Xt (Fletcher et al., 1999; Brand et al.,
2000; Schoof et al., 2000).

M ERACS T R RIE A G, YA E 2
] A 35 05 Aok M HIWUS I ik, i & b1
HAENE (KRS, 2018). O FREY], CHRIHERE
K AG ] E L H M HIWUSTRIE K L1843 A 4L 40 1
(Lenhard et al., 2001; Lohmann et al., 2001; 5KF}
&, 2018). {EAGIIREHRK R hag-14, WUSH K
BEE I & 1 3R 77 A 7 JL IR A 43 AR L SR, TR
T =y -6 JRE- 46 i ¥ E J R B (Lenhard et al.,
2001; Ito et al., 2007; 5KF14%%, 2018). AGXI TWUS
FIA WA VR F A e d ek (Rl A % 1 5 SO SR . 7
XA LR, AGH] % C2H2 7Y 4% 5 # 5% K -7 KNU
(KNUCKLES), iMiKNU#® 5MIF2 (MINI ZINC FIN-
GER2).TPL (TOPLESS)f1HDA19 (HISTONE DEA-
CETYLASE19)5HE HIE M E A1), B4 GWUSH
BRI7 A5 17 S BT ER(Sun et al., 2009; Bollier et al.,
2018). M4k, HE R & HF WS 5 WUSHRTE,
WIAP2 W] i 1 15 HLAG X T-WUS I /E F 2 51 2%
T4 & LR 4E 5 (Huang et al., 2017). SEPJE A AT
THIWUSHITEE, fEsepl/2/3 =5 AKh 1L 8 &
BIpite =2t (Pelaz et al., 2000).

24 BRERA

TEAEA R R R R B, AR IR E
JEEE 2 (A DA K Rl — 50 M & e 38 B IR AL 2 ), ¥ HAEK
BB R AT % . 155K (boundaries ge-
ne) ] 44 il 120 S M 1 T AR 3, AT R E S AE A
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B IR 1) By DL RN 4% B 1940 (Lampug-nani et
al., 2012). HHl, 7E46K B MW7 CARE il 7
H: K £, 35 PTL (PETAL LOSS). HAN (HANABA
TARANU). CUC (CUP-SHAPED COTYLEDON).
SUP (SUPERMAN)LLZRBE (RABBIT EARS)%:#%
KRR

LR FTPTLEE R - AR R B = o T8 A
SN GER A FRIL, HonT @ 4R AR K T i IR AE
MR IEH R B (Li et al., 2008; Lampugnani et al.,
2013). PTLYjRESL K T BAL I > FTE IR A K
J7 ML, IR RS A UL 2 ROXY 1%
PTLI)335 1 F A% (Brewer et al., 2004; Lampug-
nani et al., 2012; Quon et al., 2017). *#—J5 1, PTL
HROXY 1L [F) 4| CE Dy RE L RIFE 551, 251648 B 1
ik (Quon et al., 2017). GATA-3HU#E LA T3 K]
HANFEAE AU e B IREMU A LR E T
) T 8 2 2 By R Rk o HANRT BE BB 20 2 5 T4 ifd 1)
WUS-CLVi& A%, HRA N S8 I e 1=
Ay, DASAEIRE AN e S8 2098 /D (Zhao et al., 2004).
HANE (38 7] PS5 R R4 e R 8 HJAG (JAGGED)
KAHAE, HERIEIAGUL S 7 —A G SR e e JE A
BLADE-ON-PETIOLE 23R i%; AR, HAN AT
##CYTOKININ OXIDASE 3 [l (1) 321K MM 4E FF i1
AN A Sy AR P, RS ERKE
(Ding et al., 2015). NACH; 3% K7 K ICUCHL & H
10 S R (Aida et al., 1997), HAETEgs B A1
Ak AT DL [X 38 40 B 1 34 5 (Breuil-Broyer et
al., 2004), CUCTFICUC23E [A [ X B 2 4F 5 3 52
fbA AN TE AL H 982> (Aida et al., 1997; Lampugnani
etal., 2012), C2H2AY &4 & 1 #%  [F T2 FISUP £
BRI RIS EARICHEE AR, Kl g
il B Ty fig 5 Kl AP3 I PIHE AL 43 A2 2H 23 b o0 1 3R I,
ek B B A H R 4E H (Sakai et al.,
1995). SUPZRA LG XIS A G L, WUSH)
ik AIFE K, 1 H sup/wus-15wus-1 () % B AH A,
Tt B SUP AT 38 o 1 1) R Ui WU Sk R 1) 38 A8 48 70 AR
ML) KB & 1k (Prunet et al., 2008, 2017). #Lt
ag-143 1k, sup/ag-LWRABARIE LM ERAEL
AL I EIRPEIR, K IHSUP 5AGX L4 R4 21
1E AL T P 247 113842 E(Prunet et al., 2008).
IeAk, AR B IR I, AR I SUPEE BB A K

© 0000 Chinese Bulletin of Botany



264 AR 59(2) 2024

REWEGMEIER, supZAB K35 ML 450102
BREA A KRG RIS E, FF AR RS R
Fe, T A AR KR A I PCIP ] #8432 sup 28 A8 4
iR (Xuetal, 2018). I TAKEAELKRE
IR fE248 B AR IE Yo AT e i R s St 3 R
HHELZEH, SUPX TIE8E 1R ATIRA v feil i 52
i A K K & R 528 (Chen et al., 2021). £E8
X T RBEZ 546 TE Ak, (7] i et ] i ik 11
1] AG 25 K] 7% 18 T 42 il 28 246 RN 28 3 AL 8% B 1
(Takeda et al., 2004; Krizek et al., 2006; Huang and
Irish, 2015). RBEZEA2 J5 4 i I AL H B e 65 sl 65 28
AR E B, NEFLER ISR E SR T
R IIIX e e T Gl B 1T RS H AL AR AG S (R A 25 2
AR B ) 1 25 5] 2 (Krizek et al., 2006). [FAIRT,
RBE W 2 AP3HIPIK T fEEE R, 2 50 FHES K
& & i $(Thomson et al., 2017).

25 wFRMEERE
T2 B0 FR 1 32 A0 F5 4 S % FR (radial flower sym-
metry)F1 5 %} #R (bilateral flower symmetry), Mz
A 28 X R P 25 R DU B PR R R R P e R o %o R 1
CYC (CYCLOIDEA) % ith ] % 5% 5l ¥ J& T TCP
(TEOSINTE BRANCHED1/CYCLOIDEA/PROLIFE-
RATING CELL FACTOR)Z F K% (Hileman, 2014;
Spencer and Kim, 2018). X344 FHE w7t % W,
CYCZEE: K {1 CY C2-like MY & 4% 2 R 47 Stk
)7 E IR I TE A B FR 1, 185 5 5 IRE 5
IRIERT G 3k € (Chapman et al., 2008; Tahtiharju et
al., 2012; Chen et al., 2018; iH/N, 2019). & TF 2%
L) (1) B ot Ml 8 R TG A — 840 B S IR AR e
TR IRAT, RIH T 250 NESE AL B 3 11
SE X T ARAT A6 7 DR B S A e R B S

7 4F ¥ %5 (Gerbera hybrida) (Broholm et al.,
2010; Tahtiharju et al., 2012; Juntheikki-Palovaara
etal., 2014). 7 H%%(Helianthus annuus) (Tahtiharju
et al., 2012). KK#HT H. ¢ (Senecio vulgaris) (Kim et
al., 2008; Garcés et al., 2016). H%§(Chrysanthemum
lavandulifolium) A1k 55 %1€ (Chrysanthemum x mo-
rifolium) (Liu et al., 2016; Wen et al., 2019)&: % &M
Yirh, CYC2-like [R5 5 N £ R FE b 1 Rk & 35 1y
TEARTE. IR, ) H 2SR ERIE R &4

Y€ 5HaCYC2cRIBH VA . £ 17 H ZEchry2R
A, HaCYC2e i & /S FaTid N T 7, T
FHAEERIEALE P RIS BT, & AR R AR
AR AL 1] 5 00 0 Bk 1 IR 46 %% A2 (Fambrini et al.,
2014); Jkz, W HZEturfRA &S, HaCYC2cHl #% ki
T A N T A 2 1 B RS B A, SR T RE
g, AEEARAE B AN B 164 A R I B B A SR RTS8 11
AR E R (Fambrini et al., 2011; Mizzotti et
al., 2015). Juntheikki-PalovaaraZt(2014)7t 3 ¥ %
IR R BL T CYC2-like [R] 8 FE K f 25 1Ll o R S
GhCYC3HMGhCYCA4 ) 5t fir F 1k A8 & IR A8 7] F R 48
FANF A FEAT | I3 i VR 4 4T 184 B 5 i IR A A
IFEARFI KN o BEAL, Zhao®%(2020)38 i B B # 44 fif
e, RILGhCYC3H: A )R ik % LI EZR I g £ K
GRCD5FICKINfit 3 [N GAGAL H #1145, i TCP
FTMADS-box #% 53¢ [K -7~ 7T i ik A6 B AE A T R 42 ™
%, IS 5ARNE LT /NMES 7 R E

26 HEZRETF

R2R3 MYBAY SR 7 rl il il 2 5 S R & #E 72
AL 4 H (Mandaokar and Browse, 2009; Song
et al., 2011). Li%%(2022)%k I H 2= % 5 it i B
RhMYB123 75t S5 A1 A 14 [ 5 T2 e A v 4 T 2
YEM . 76 A ZE i BRRhMYB123 S 80 L 1E RS (1% H
BEME. FR, FBEAFTRIAG (AGAMOUS).
RhAGL15 (AGAMOUS LIKE 15) #iI RhSHP1
(SHATTERPROOF 1)LLK EKRESHS@BE T2
ANFE DR ) ek 2 LT R 25 R B, R IIRhMYB123 1)
At 1 I 4 2 MADS-box F ik il i A K R A5 5 S
Z 5 E AL . bZIP AL S LK 7 PAN (PE-
RIANTHIA)TE i 2R FIAE 28 4r AR A A 3 2k . LR IT
pan RALKE MR T 3416 2% B B E 5 HAZZ 5. SR,
RARAE o A U K /NFI A0 R B B O ok R AR AR,
DA] 1 PAN AT B 38 S 428 i) 46 2 B Ji 5k 76 4 11 I 1] 1] Bl
ML 28 B 80 A7 B (Running and Meyerowitz,
1996; Chuang et al., 1999), ULT1 (ULTRAPETA-
LAL)Zm T 144 SANDEE 5 HI 5 5 [ F. fERLEE I
Hult-1 e BA6N . 6N el 7N EEE A3
A0 B, Tult-2/fE M 2G5 . 5ANEHE. 6
N HEFE 240 7 (Fletcher, 2001). Carles%(2004)
WRULTLEE R T 16 248 B HE 1 i i v R 5180 2F
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HEAP T 2B IR OC . Rk R, ULTYE
HNTrxG (Trithorax Group)#s &, )i B % A - i 1 15
WUS-AG e i 2 5+ 20l 1) 2 1B 30 R, JF i e 52
Wi 4% 2% B (1305 (Carles et al., 2004).

3 S5ERUERENRILEGRIENG

T A B W AR ER MR RS 5D
KRB MG IE R, R YR T 0 A R A
B — . R AL L5 S DNA 2 4 (DNA
methylation). %5 [11&/fi(histone modification). %%
{f )5 5 % (chromatin remodeling) UL & 4k 4% i RNAs
(noncoding RNAs)% (5K #1455, 2018). 14k, Bk
2 I FUR B, RS IR AE W TR I &
A R v R 2 G EE AR FH (3R 2)

3.1 DNAHE{LIEM

Y DNAR AL K 442 5 % CG. CHGAICHH (H
BHEA. TEC)HIfmEnEC L, n] A8 Ye e i 1 4544
DNAFI R B Je Fase ik, 78 4% ik DR i s A b 1)
BRI NI L K %A (Ehrlich et al., 1982; Wade,
2001). DNAFEEAL/KP 1] By F A A% sl . 0L
I F IR FEMET 1 () 6k 2% 5 50k R 41 DNA L A FH
AR, SIRMEIFAEKRE RS, BFERE
T, RINTER T KA R AL DL AR B 2
&= 1k(Finnegan et al., 1996; Choi et al., 2002; Gan
etal., 2013). fEmetLiE#kr, — L7823 B I [R5 5 2
B AL WAE S22 BT AG BL K AP3 1) 5 v Rk 77 AR
(Finnegan et al., 1996). 7EIlFE T IR KB T 1L T
FM 5 R R Sup LR 74 AN [ R A2 1k R clark kent
1-7 (SupHIER MEt 1L 56 A FE R R AR AR ), 3 B A HES
HUC Jz B s hn s S TS0 RN, XL RARAR IE &
HH T SUPZE A A7 s DNAK AE T s FE AL, fEBEE
SUP#:3/KF K % i 8 (Bowman et al., 1992; Sakai
et al., 1995; JHZMESE 2003). EMHE Y 51H, 1F
— UG MR R B AR, S AN 2 kA AL
LG . PREBR IR (2019)%) B JRE i Filoy 2102 75 FE e
P ST SE 34T 7 A BE R ZH DNA R B2 4b o0 i1, K
AN [ AE 28 B 5 R (1 CHH AL i H Ak /K AP 7R B 3
ZE T o X AN[E] 2% B 1] 22 3 A X EORH oG B R AT
GO (gene ontology)& 5, 45 K3 B IX Le 3L (A 1)

WRSE4s: #er e R B > TR HLEH] 265

hEeTT Re SR SR IR SR BHLY
Wi B LA K i e g 52 G 5 A O o Ma% (2015) 1 Fi K
I, KR5S H 220 E AL T AR 5 RhAG IR IA X 35,
WARIRINEI A 5, WA LN P4 LR, (KR
T i 4 = RhAG JE 3l CHH A i) B L K
SR 2R R B RIA, dE eSS AL . SungE
(2022) % HI DNA 2 H 3 4435t 77l &M 1 (5-azaC) &b 2
Y, AR HAE AT AL, AR, 5-azaCAb Bk 1
Iy eI E AT AR, R IIDNAZE FIE{b T e 2
PRI P A KA RS 1%

3.2 tHERAEIF

TEGL T AL B LA 2 PP AL SR e R IS
&4, AR AR R ZBHE . 2 R BE IR L, X
S AB U1 i 65 TR 42 Y E 0 1) R R 45 MO R T B, 38 TG R
FEH 12234 (Ng et al., 2002; Zhang et al., 2003; Xu
etal., 2005). fF 7R, 4EAFREMMAEA L
AETERS B B iy Yo i R ¥ A

321 HAEAPEKL
HiEoHERARM R 2 AR OB ES, HAER
SRV T 0 S e €8 5 W RS A ) R B AR (Liu
etal., 2010). H B Ak 1) 5% G PE IR T H AL AL B
AFERE . BHE RO, HEEH3M S ORI 227 /M A
1 1k ik (H3KO FIH3K27) 2 A= 3 A LA 4100 i) 326 [R) 2
SE AR F ;T 5 4 R0 5 36 A4 M & IR Bk Ak (H3K4 Al
H3K36) F =4k Ul B A 30 1F FH (Pien and Grossnik-
laus, 2007).

RZWFFTUER, H3KOR EALTEESRE KEF A
AEEEM. BIEIFHHIKOM R B BKYP A
HilTE 2 HRE S AL B e AR 11 F (Sakai et al., 1995;
Jacobsen and Meyerowitz, 1997). fE/KFEH+, ZEH
FBFIBM1 [R] & P1IMJI706 1) T 66 32 2k T FH3K9 1) —
PR AN = B 3, AT s /DMER T, SR
RSB T HE,; ©F — SR /N SRR/
BN FRER R L /NG H RO 10 AR DL O A 8 2
ZEERM, FH— BRI, IMI7T06548 Al i DH1
(DEGENERATED HELL1)RIMADSA47] A 1 f15'
X 35 (¥ H3KOme2/3 38 i, M1 #1 il DH1 FIMADS47
K () 221%(Sun and Zhou, 2008). flFFTFAGHE [ 41
#FGIK (GIANT KILLER) A i it H3K9me2 H 31k
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#IH|ETT (ETTIN). CRC (CRABS CLAW). JAG
(JAGGED) LA S KNUZEEE P [ e ik, @R 4E R K
B AT 46 (Ng et al., 2009). I4h, W7 RIIAG
H B B LG B T U I WUS [ s 4a 67 i
AR AERBE X, FEAEX 24N X 38 LA B #2542 10 7
FAH SR FEANH) B 5 9PcG (Polycomb Group)&E [
Sk % 4L FTH3K27 ) R EAIRES, B A2 wWUS
()2 I8 FE I b ey AR H 2L R & (Liu et al,,
2011). [A B, AGH ] i@ i i #F KNU % [H £ 55
H3K27me3 ] 2: F 34k B B BUE KNU I R 1A, @ it
KNU & H (A2 I WUSH) i .

TEHE SO 78, R IT R R BE TR, R
T T TG HE A Z AT A FH3KA I E4L . TrxG
FE A ATXABRIE L@ e KIEE AL, 655

ERIRE . ATXLIRE B 21028 B R AR [F) U5 R
BUREAY, WSS B SS B Sk AL 55— TrxG
1 SDG8 M 7] RE fE AL 4% B £ 1y th e R AEAEH
SDG8 5 H3K36 H! £ 4t % #% il ASHH2 ) sdg8/ashh2
WUGEAR A o L5 250 A 26 350 38 B R AR 0 R AL 3R
B, RO B, TR ORRESS; R,
AP1. AP3FIPIJE K )31k 7Esdg8/ashh24L 7 H . &
"~ 1A(Grini et al., 2009).

322 HEAZHEK

HEH LB Z B4 5B A 4B # B (histone ace-
tyltransferases, HATs)f141 % (A i Z Bt (histone
deacetylases, HDAs)FA5 % 4. HLAEUH WHIEA
SRR LAk, AT i S R I LM DA A

®2 5 EMCBEIR IRV A 4% 05 R FoL
Table 2 Epigenetic regulations and mechanisms involved in petal doubling of flower

et & F AL AH I FE PR B AR S AL 3k AR 1 T e 225 ik
DNAFIEAL % KETECG. CHGRICHH 5% I ILEE R EMET 18tk S 5 B DNAK /A 3 Finnegan et al,, 1996;
(HEFEA. TEC)WEmEREC KT T, SR T FVE TR #1022 1h Choi et al., 2002; Gan et
, MGG, DNA ) \ al., 2013
% o E A Fik (R A @ % 5 H Z2RhAG S 31 7P CHH A A H 34k Ma et al., 2015
KT E M IHIRNAGEHK L, S8 F ik b
HEAPHAL FEEFHETARYOFRIEN KRS Z B ILEFIMIT06Th R 3 25 5 SH3KO H &4k 7 F  Sun and Zhou, 2008
hREEEEN. BERK B, EmANESMSENE
H3KOMIH3K27 H AL AR 4 g - AG TR 1 A% 5 3 ik I 4 WUS B KNU B [R5 /1 Liu et al., 2011
by A8, T H3KA LA K H3K27 B AL A5 MR A5 A WUS F2 i, HE 1T 1842 46 4>
H3K36 LA M ABIE S A f ks
id TrxGE A F G I EHIKA H 4L, KRR 24 Grini et al., 2009
S TS A AR 8] A [R5 S A AR
HEALHMN STHEDLBFEEEANN . AP2REWHZEHE AR 4B L E 5 TPL-HDA191M Krogan et al., 2012
BEEE s . DUBERIR 2B THIAGIHRIA
BUR L, JOBE ARG 5 24 K 200 T RhARFASHEFA 35405 (1 .t Chen et al., 2021
B 945 A RhHDA6%|RhAG J& 5 T I, F&AEH3KI/K14 2.1k 7K
SERb i S, SRS
et R AEEALMARAT B AR . N PR ST G0 5 B Y SWI/SNFE &k i1 SYDAIBRMZE Hurtado et al., 2006; Wu

miRNA 4%

e H A e R BB A,
i EATP AR G 5 3 2
ReEMz5

i )R AL I mRNA,
i B8 % DL S S DNA
S5 R R B Rk

KA SR ER2. e eds B IRE R A% L. SYDAI
BRM# 68 % S APIFIAGIE K RIE N B ShE S B & 1
Y

ER. HAN. BaEd. AN SEm b kI
MIRNAL7 2 % 411 51| AP 22 35 [R] 11 2 575 33 T 5210 16 28 B
TEA R ZIEHUHLE BT - R~

U IFmiR164 1% 8 i 1 4% 30 A F NI CUCS I R A 5
W {E 9% B BOR . BT miIRNAL64-CUCH 2 548 A i %

& i AN IR A2 - mIR 16938 1 X NF-Y A i 3¢ Ji5 4 il B&
MRCEE A HE M . mIR1695EAE SR CHK IR R AT H ik,
TP AR S AL TR A

I Z*miIRNA156 AT 71 1% CjSPL1/23& 35, fili HAX ZE #fE 5
LA PRIk, i 5] e keSS Ak

et al., 2012

Gattolin et al., 2018, 2020

Laufs et al., 2004; Baker
et al., 2005; Zheng et al.,
2019

Cartolano et al., 2007; Z*
#AANE)EYL, 2014

Lietal., 2017
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G0 R 5 K PO #E 5 [K ) % 75 (Davie and Chadee,
1998; Dyson et al., 2001). £ H &, 4K Z N A
TRhARF18IH L I HIRhAGH K [ R iE S 5EK R
PR HEE AL . RAARF18REMS 5 4 55 (1 i 2.k g
RhHDAG % ‘£ H A, RhHDAGZE (KT Bk 5 B v I ¥ &
& #F W, [F R RhAGH [ 5 317 ' RhARF1845 &
X 35 B 3T (1 H3KO/K14 2, Bk Ak /K 1 & 3% T i, 3R
RhARF18 1] i i #1 3£ RhHDAG T Il 3 RhARF 18 %
T RhAGH;: 3% (1471 H (Chen et al., 2021). Kagale
FRozwadowski (2011)%& I A EARKE T ¥ 55 1 i
(I AP2HIRBE) ] i@ it 44 £ tHTPL (TOPLESS) A4l
A 2B AL BEHDA19TE 1 I B & A Y0k R
TR R . DIAP2 A, HAEEE A% TPL-HDA19
SEWEMNHAGHIRIE, [FH %5 & id R
AP3FIPIZE B Ty g 5 K 75 55 1 50 AL 48 B I 3R 1A Sk 4%
il 2 FE ) [A] — 1 (Krogan et al., 2012; Gan et al.,
2013). Xu%5(2018)1IHt 7t K B, SUPTH] 5 4| &
EMPRC2 (polycomb repressive complex 2)fJ4H.45>
CLF (CURLY LEAF)FHEAEH, il K R A
B B R R IA R T AE A8 B ad Tt

33 RBHREL

Getes Ji IR ARG AL AN B A L MR 2 3 DL
HE AR, K E G 5DNAZ |
A, BE A DNA S 7 s K 1 45 & 1 AE 2 12 (Gan
etal., 2013; FKEI%E, 2018), Yeto i AT BHATPIK
R G EBREEMSY, A HATP/KME S
DNA S 2 85 [ 2 [ B AR BLAE ), 04 1) 3 09 Y £ 45
¥y B ) (Varga-Weisz, 2001).

SWI/SNF 5 & 1) 2 U B I v i B 21— SKRATP
MR e 5 BB A R, OO B L 5 BRM
(BRAHMA) #1 SYD (SPLAYED) % (Reyes et al.,
2002; Jarillo et al., 2009). #f7t&H, FIFEIFSYDH
R RS BIWUS B 2 7 X I BUEWUSHIRIL, 5200
22939 A H 23T 48 M 9 4 (Kwon et al., 2005).
SYDHIBRMZE [K] 5 AR 15 5 Fi™ B {46 8 o, A0dE
$2. AL B R 5 A Ak (Hurtado et al.,
2006; Wu et al., 2012). SYDABRMZELE AL 5 1
Y ThRE LAY . WEFLR W, LFY (LEAFY)FISEP3%5: 4%
s T AEK SYD HIBRM 55 48 S| AP3FI AG 5 K] 1) i 12
X [AIR, ULTAANIL e ge o )ifi (R 7t 4 350 ok, 3t
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) B B e A1) 2 5 9PRC1 . PRC2DA K H3K27me3
F3ma/E i S H3K4me3 R 2, M _EiHAP3FI
AG 3 K] ¥ 3R 1K I J8 AL 38 B & 4 ¥ € (Bezhani et
al., 2007; Wu et al., 2012).

3.4 miRNAE#E

MicroRNAs (miRNAs)&—J5 K h20-24 ntif)dES
/5y FRNA, ol B B RS 851 IR aT R 1%
P . miIRNAsE I D) EFE R mRNA. 0 F 80 1%
DA B A5 DNA A 45 7 Qi 2 2 R (1 Rk (B R 41
%, 2014). miRNAs] " ZZ 5HEMEK KB ENTT
1, TEVAFERYITE R B RG2S T IR IR o R 3 B
O R B E A 4% miRNAL72 . miRNA164 Al
mMiRNA169% .

BF 50 R B, mIRNAL7238 it 1] AP2 fI TOE1 %%
AL R (1) 20K T 5 1 22 PR T8 4% B TR S B R (E
AL, 2020). A E L5 (2019) R sl B F AR,
xf b E 2 A ZRGEE A AR AL E I mIRNAREAT
WP AI G A, RIS H 2= Bl 22 5 1K T miRNA
H314 . H, miRNAL727E A 540 HEES A
MRS B FRIK KT LG H A Ry 38 TR, RO e B A
RCAP2IITEix 4628 B p i 3 il . Gattolin%(2018)
SIHT T SR B SR B R R DR 2 S RO, R
AN LeuAP2% % TOE (TARGET OF EAT)%3 3¢
K T Prupe.6G242400: A, H:DNA L2k T
— B A mIRL7245 G 47 S T 41, R R IA A I R
B R T BE 2 S ERAE IR B E 1R A% . [RIR, 72 F
H Z&Prupe.6G242400 [A] J§ & K 7 th & Bl 7 miR172
SEEALRIRIARAE . )5, Gattolin%:(2020)7E B A
M E AL RHAE 1) A 41 77 (Dianthus caryophyllus). 7%
7= FEC M (Rosa rugosa) i, K IMTOE D 3
PET (PETALOSA)ZE K [JMIRNAL7 245 457 i A7 4E
A5, FHPETLEMMIRNAL72E 15 I th e il &
MEAE. DL S SRIIEN], miR172%FAP2IE K (i 2
TEAC 2 B A B GBI, HAZAL 78 B0 i
TR ORSF o

MIR1648 i 1 % 121 5t ik K CUCS 1) 2 4k 11 £ 37
TEA8 B EC IR R SAE 38 B A, T R0 48 J 2 K /s
FIAE 2% B $ & (Luo et al.,, 2013). fLhFg Ivil FHE A
CUC1#1CUC2 & miRNA164a—c i #E 3L K . T Rk
miRNA164azi miRNA164b¥) & # CUC1AICUC2 %
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KRG, JFr7 SR loucl/2 XU SR AR AR I e A, B3
B @& A % H kb (Laufs et al., 2004); #H ),
7E miR164c %2 45 fk eepl (extra early petals-1),
CUCK RN RIL, FHEMITY AL 1A AL
H Z N (Baker et al., 2005; Lampugnani et al.,
2012). Huang%%(2012) % Ik 5 ik X RBEFE A6 A i
2 F B4 AT e T miRNAL64-CUCIE 152 . #UFS
I RBEREMS i i 45 & miRNALGAC ) 5 5 740 i H %
ik, HAEIAIRE T mIRNAL64a/b I 25 ik ki, JF
A FCUCL21)3RIE /K. i — DI AR, (EfLR
TFE R E B WRBE AT @ ik miRNA164-CUCHE L iff
P A 1) 4% B K 4B (Huang et al., 2012).
Zheng % (2019) 7 % %% (Fragaria vesca) 11 75 & Fil
MiRNA164-CUCIE 2 2 5T B IR & KA, U H 1%
BRI FRE Y B — @ RS 1

SRk, — SR F7 H 3L e miRNA 8l o i 1%
HERMERESSRMEE. 4 0EFS (FIS-
TULATA)JE [A #19% 2= 2 BL (BLIND)ZE [Al #5 7 4 i
MiIRNA169 . miR169fE# H1 il NF-Y Ak 5% A -7~ 2 K 1)
ik, MINF-YARE 5 K7 W A 5 3 CR I 1) K ik,
DAL S A U IR 16938 ik 4 5% J5 7K P HI IINF-YA ) R 1k
HET MG CAEIE R K vE I L% e R o) 75 P9 28
1e8eE, DL 5 M S AL 2 1 &% B (Jones-Rhoad-
es and Bartel, 2004). FISFIBLf 4k S8 CAFL A
M SFALRIE, R 250038 B P H DU S Ak I AR
(Cartolano et al., 2007; Z=#M#R/EIL, 2014). Li%%
(2017 )% Ll 2% B FEAL AL B0 722 B, miIRNA156:8
1474 SPL (SQUAMOSA PROMOTER BINDING
PROTEIN LIKE)Z % i (2 CjSPLA/2 R IA, AL
TEMESE AL 22 h RIKMATEAC A RRKIE, H =4
TESSIAL IS, AT T B A

4 RE

WA AL 2 0 B PR LA S 2 S E A 2
R, —EXBIENSI MR EER. B
s AR BN B 2%, FEA IR S i 8] 7T RE R A
AFEFEAL R BRI S, BN RE R
SEAT LR P AR A IR AL R ) . Bk
BE DA A P T A R0 A0 i 88 A 25 (X B R A X1 7
K, 2009). H RG-S TR B EER DY th 2

BRI E = R, WoKIiAE(Dahlia pinnata) il
1755 (BB SR FI X AR, 2009). 7E 57— Lol FH a4
o, BRRANE O RO B EMER, HRERESERN S
MR ECEAPEIR, W H RIS T8 (M4, 2021). XM
2 HE D2 ) ) B 0 R TR L BRI E S
INEER 1) A A R i, o2 AU
A2 30 B 2R R b AR B A 1 RIS AR R (22 3 A%
2021). fEMHPEDTH, HErsrEYmE st s
AfAX—B LR TS —Eit. Flw, Kermaniss
(2003) ] H Py & #1771 Oryzalin b B — i 4 F 2=
Thérése Bugnetif1Z£4, #4531 VUf51AH 2, R
SR VYRR H 2= 48 B 20 — A H =2
% Ning%5(2009)H5 4l & VU £ 4 () B g A= 2= 15 — A%
R BRIER A B A RARE, PR AR IR AIAE R
BF R . SHZBHAR G A R, A I g
AR SIEMECR A JC ERORIE . SR, ~FER
PRI 7= A FT RE SAER RS PEAR G . X EERI R R W],
W 5 Gt A 1 22 T) R AH 5% 18 AT B AE AN [R) 4 A 1) £
EE. 51— I, M ES T EEZF M H R,
R B M H IR NSRRI 5 N ik %
&R BPEMERAETE ST B Fh 52 45 2 A KT AR AN
ok, HY RS IRELE SR, JFEsty
16 R B REFER ISR . DL AZERE], TE
AUHh rh g v R R A S S 22 E A R R X
3., Dubois%(2010)%f 2™ 1 [X BAR H 2= J H 5 46 5%
AR R B B R AT RIE S, R B AR WG/
ARATRE I FEd, CRIIRERFIRhAGTE H 2
R ik X ORI 5 AR R A AE AR DG, RIHE
EE Bk 2 R R, AR IR R TP RhAG R IE X
BB o SR A R WU, NREFERENE
T S 5E R 2R T AE R B AR ARIA, T g B B
AWK

KT E A BRI B 23 WL, AR
R T Z 5 YLK E R T, JuH R
Z 50 HL R PETER 2L fEde B B UuE &
138 B R B R I %8 2 X (Thomson and Wellmer,
2019), FZEAFEMIKCHIMADS-box¥ 3¢ K13 A |
T4 e g B DAL 30 B R DR A6 R 4 B R 45 (Huang
and lIrish, 2016; Thomson et al., 2017; Thomson
and Wellmer, 2019). A. B. CHIEXIIfEIHEL
i el 25 2 D B AR B A o R B I S R A

© 0000 Chinese Bulletin of Botany



% Z 5 (Li et al., 2017; Liu et al., 2018; Hu et al.,
2019). ThaeWt 7R RHIR LR B UK Z 51
HE A R 0 AR A B T R R AR B AR,
FoA DS MMESS L = 2 . e A =AE e/,
HEMWEEZ FEY T, KA. B. CERIjReHE
DRI 1) 2 T8 AR A 1) ] 3 AR T 3 B R AR AL I R (Noor
et al., 2014; Nakatsuka et al., 2015; Yan et al.,
2018; Cai et al., 2021), A= AR 77 20 ) M
SERCURAR AL | E RIS SR . R R BRI A D4
YR P R I T BT Re K ) R IA AR AL W] 75
FE IR T A, vt iR E R A T
RS - S RHEYITE H ERTE [ EIRTE e AR A8 7
FEC V5 B AL A BT S, L U R R A R
TCPIIER - m) H ZEATE I 5 S5 HE 4 v (R BF 5 2 B,
TCPIER 2 55 F2 il 5 A6 A8 208 99 0% Bk 4 DA B oy
TEAEANGEDRIER Sty €, NA BT E IR T & M
BEE T HB AL (Fambrini et al., 2014; Juntheikki-
Palovaara et al., 2014). It4t, T4 e FEWUS
Fil LR (WPTL. SUPFIRBE) tH A iE SE1E A6 2=
AL Ry EE T A, FLR BB S H PR %812
HH ) R 45 4 F 2 205 MADS-box 5 [FIAH 5, AT 4 1
T2 AR R 4% (Prunet et al., 2008; Quon et al.,
2017; Thomson et al., 2017; 5k#&I&E, 2018). H—F
fl, MADS-box = %t 1 % il FL A7 1 75 Th e F 48 J K]
FikIKFELE H (Kaufmann et al., 2010; Wuest et
al., 2012; O’Maoiléidigh et al., 2013; Pajoro et al.,
2014). MHEDBLKI AR, % EMADS-box
AL -1~ B0 6 PR AR 3 S W o 1) ) 28 AN [R) Bz i ) 1)
)2 5, W DA AR B AE A b (VR 2 05078, T X 2
Y 18] 3% S B RO #E R T N Oy i ST A R R AR 4% B
KB BB oy T HLER R AL 106 2 B FE A5 2 (Muifio
etal., 2016). A1, HHjETMADS-box HES; T
Kb U AP RS A Y PR e R T ANTE AE
FWBAL 22 s 4 R e R 8 I BT R 2
—, KRBT RIS T2 R B )
IFa) 08 A 2 R DR 2 2 S AU O BIE T 3R 1, Rt A% [
T e O ARCIR S TETE K B AR SR I 40 i 2 A A
SR AN R R EEAER (Gan et al,, 2013). HEH
HMIDNAF AL B . Gett 5T 5 MImIRNAsY) 2 5 i
IR B R T A LA T EE R I R A R e, N
MHRAE 2 BA IEF R e B . R, H A E
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VIR WAL - B 7 2 R AR T U I BA &
0 R Y, AR B K B R B F 05T
X, IR FEAEY) TR AT BONIR AR T . IBAk,
RE— 0 T BRI 28 B A o A RIS PR 4 R R
MIEAL I DI, T 2R E R B 5 R XA
i S A BFEAT FOWEAL 250 M, AH H HT O T2 U0
WF TR/, 0 AR T FE e 5 A1 i 28 2 rp R L a5 A%
VA R B AU R S A D o JE R AT )
e S HO 4l i 347 GFPE AR W & bwid, A 20 8
FFITZH A 5 0 A4k S5 3 AR S X 8 [ 30 3 AT IR N AT
(Birnbaum et al., 2005; Yadav et al., 2009; Deal and
Henikoff, 2010; Gan et al., 2013). b4, A% HE T2
Bt FRRGL AR Gk (circular chromosome con-
formation capture, 4C). 3CHi#% Il (3C-carbon copy,
5C)- f 18 & Y k7 G4l 3K (high-throughput/resolu-
tion chromosome conformation capture, Hi-C)PL &
Y€ty i 38 A2 22 L FE (chromatin interaction analysis
by paired-end tag sequencing, ChlA-PET)&5 T 3%
REVRFE(IKFIEE, 2018), g A3 Wst 4L = f et
JRAB TR AR DA 78 B 08 BOR LA, REBVAE AL T AR
T AL P EAC S B 40 o A AR, I iR
8L A% A [l 25 M )4 2 B I A R TR /R R LA
LR e

g BTk, B R EE R RO R A, HIF
I B o R B S R R . B T dE i 24K
SR ATk B SR R A, (R E AR S
PR 5, 1 5 2 BB AL A g sz, DR T R X A
77 2\ B EIER A CRAC B K. AT BT, i
B 1 B MEAR R M IOZ M B A M TF B, o E
FWATHT I EIEE AR AL TRl Re. BEEAEMEAR. &
T8 PR G BT BRI AW R R, BT
T A R MR TR B 23 TR AR ML BRI Tk 25 BUAS BEK
(R ORRN, AT Ay SR 20 5 R e it o B P AR S 3
[, WS RS S R B AR AR R, 456
BRI B AR o T AR, K RO b A i3 B
PRIRFIR B IS, FE5EE o 2 88 = 1) IR
mn A

{F& TTHk = A

BEK — MRS A AR S A HE 28 & 02 A0
e AR ERPDFHES IR, BT BXw)
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Molecular Mechanism of Petal Doubling of Flower in Angiosperm
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Abstract Double flower is characterized by the increase in the number of petals, the folding of petal or the increase in
area of petal, which usually has higher ornamental and economic value. Focusing on the increased number of petal and
petal-like organ in double flower, we summarized and discussed the molecular mechanism of the formation of double
flower in some model plants and ornamental plants, including the key transcription factors and the epigenetic modifica-
tions such as miRNAs, DNA methylation, histone modification and chromatin remodeling involved in the regulation of petal
number. And based on this, we discussed the developing trend of the future research.
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