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K, [N, B SOREE BALRIAB A A5 B A R B 5 MBS Z R, i 2 AR AR R FE AR DA
AGIEENA T WIAGKEA T NS, HARREBAT A FIRE B GRE) AN R SCORE CRIAR BREIR L [I55) K24
F(ER B ST N R Py T M-Sk 2R R H PR HLE], 7RI TT . MOKSE. iR
Prh CATEER A MR o BETUACIL, AR SR 1 /NI P RNA BRI 6 - U 2R BN R ] S AT A
Ferp AR S AR T I S R NAM/CUC . miR164 LA K eyl i A2 A 3% 11 S 15t o 2 mT RS BB O H, 1 HLiZ
TP RE AL BOU 5 R T I PR 5 s TCPIR . SPLARL S 7 MU A — L4 miRN AW AE AE A S Hh i A o A 4%
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BB/ R AT B AR I . ASCERIR BB 2 AL IOBETUERE, IR BT A G S A T 2,
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Designing leaf marginal shapes: regulatory mechanisms of leaf serration
or dissection

Jinxiu Ke, Duo Chen, Yanping Guo’

Ministry of Education Key Laboratory for Biodiversity Science and Ecological Engineering, and College of Life Scienc-
es, Beijing Normal University, Beijing 100875

Abstract: The mechanism of formation and evolution of phenotypic diversity is one of the key problems in
biodiversity science because phenotype diversity is not only a marker of species diversity, but carries the de-
signs adjusted to environments. Plant leaves exhibit a great deal of morphological variation, and such varia-
tion is attributed largely to changes of leaf marginal architecture. Leaf marginal shapes can be described as
entire, serrate, lobed (varying in depth and patterns) and dissected (also referred to as compound). The mo-
lecular mechanism controlling the development of leaf marginal shape has been intensively studied in Ara-
bidopsis, Cardamine, Solanum and some other plants. Many important regulatory factors such as transcrip-
tion factors, small RNAs and plant hormones have been found involved in the development of leaf serration
or dissection. Among those factors, the transcription factor NAM/CUC, miR164 and auxin in the auxin efflux
module play a central role through a feedback loop, and this regulatory module appears to be conserved
across the eudicots; the transcription factors TCPs. SPLs and some other miRNAs also take part in the auxin
efflux pathway. Besides, KNOX also play roles in the development of leaf lobes although most of the re-
searches about KNOX genes have focused on their regulation of the morphogenesis of compound leaves. In
addition, studies in Arabidopsis, Cardamine and other taxa of the Brassicaceae have shown that the gene
RCO promotes the development of leaf dissection by repressing growth at the flanks of protrusions generated
by CUC-auxin patterning. The present paper reviews the recent progress and integrate the major results of
researches about the molecular mechanisms that underlie leaf serration or dissection. We hope this may pro-
vide reference for unraveling the morphogenetic origin of the spectacular diversity of leaf marginal shapes.
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W) 2 FEVERIE ST G I i — R R 2 A
PERIIE A AL AL, DA R 2 R S W 2 4
PERVIAOC, RN SORBAE B AR 5 B 1Y)
I BA W RS 2R, —MaY I EEA
IR RGO A MBS B, A ESKERR
ERL, B AU I EZ g i,
TPV W AKERER N BT . A
THPNNE, A T P& N AR KRS, B
ARA DGR, MPLEM STk A T BOR AR
o ATLAUE, AR AR S AN A I N AN [F] 34
) BAARAREI, AR R 0 2 e 1) T A
gre ARAE18THAS, 2 SN T A (Johann
Wolfgang von Goethe)lt & L5l i T 1) 1 A8 Fe 2k
L EE 3 AR R TE AR, AN T
AR BT AE T A Wi A2 4k (%% 51 F Chitwood & Sinha,
2014).

ML G LA &M T Z A B sy, &
ARG PR AR R MIAS [F] R CH
AREGEAR L I ) REZ5E . IXL8AR p FAT T 211
AW E R X, SR RE Y TR AR 2
2, R il A e I L R PR
(Kidner & Umbreen, 2010; Siso et al, 2001); % I
IR AT A B ZN R Y i By 2 (B A R ) 98 1, L4
Gt RE PRI L TEAA BROGYR; LAk, M
2% LR I 25 AT PR P P B B PR Y AIG I,
e 43 5 B T VA 1 DX PR R ) B 22 A T 2 0 A IR R
BRI B0 Fr (Ledford, 2018), PRI 145 /24 (1 35
JEE T A DAy b BRI A [ S0 v it b e A S 24 A 1)
FR7~"¥)(Wolfe, 1995).

PRI AL TE e K 2k D R (B e o
IR %) 4477 #)(Bonn & Furlong, 2008), iX4b%k
AT 3 (] 4] ol 52 2% 1) ) 9% 9 4% (gene  regulatory net-
work, GRN), b il LU AT SC ) PRNA. B4
J{G 3 B (Carroll, 2008), 3 x4 12k {1 i 2 45 20 R/ B
RILAT AL, S mA T AR AR A B M .
KT MGG R G AL, 8 I
PERSE JHEE, . HAE . BiESEEAED e
A K= E (Barkoulas et al, 2007; Blein et al,
2008, 2010; Efroni et al, 2010; Chitwood & Sinha,

2014; Bar & Ori, 2015), MJ& 25543 E 41 Z4{(SAM)
FEAEIRER AR T, R A FIEAS 2 2T
i 43 AR A R AR A 1) 5% 0« KNOXZE ALK (Class
| KNOTTED1-like homeobox) = B 7 25 3t /3 A= 41 41
HERk, AR R AR K, Y R IE ) B
JRAE M TSR E, RIE45 N IR 2 1 5
TR K & % VI K L R (Bar & Ori, 2015;
Hay et al, 2006; Hay & Tsiantis, 2010). M- J5iIEFE 4G
Ja P AL JE, SR ASRERIE . A% IES
2 FF I R 1E 5 2% 1) B DR R 4 W 4 FH R TR T,
WRARZ AT, Wk e s IR
/NRNASE o ASCERR I T AT 204F (I RF 70 e, W
faEmt A GIEA R E 0 TR,

1 A KZ=HH @uxin efflux)i@izigR

11 MiaGHEEEAENEKRIFTIERE

R AR B AT 9 o = AN O TS R A
R, B BRI RS K BRI YIRS
%t i 3 (primary  morphogenesis, PM)F1IR 2% JE 2 4
%3 (secondary morphogenesis, SM)ak 74k 1 (differ-
entiation). 7EM A IR G LG, M40 M 3 2t
ATor 2, AR Ja AN, R 4 3 AT A4k
4 K (Dengler & Tsukaya, 2001 ; Bar & Ori, 2015)
EM AR R B R, AR FEAE N R
MR L —, AR RTESE GRS TR B
ER . fEramiam, KRN Ha R EE v
PR, Hoh R o2 — R Eghiz i, HIEA
2 buiis R TEAE T, T DLSIRERR EINAT « X
T R P 3 e o A0 1 4 A%, 2 b 7 A 40 i
JIEE I ) N 3 /K AUX/LAX(AUXINI/LIKE AUX1)
% I A5 11 R i H 284 PIN(PIN-FORMED) 5 Ji% 4 1
I FAE - E R, fEJOE YL SR G B i i
% JF % 8 A/E JH (Benkova et al, 2003;
Vandenbussche et al, 2010; Petrasek et al, 2006).

21 % i (serration) 5L 24 % (dissection) (1) 4F
KREgie, AREREmNIEIEPPING A &
W2 W R IO IR N o WEFTR ], U I
(i 2R v, BN 1A 5 R A A AR 3R ) IR
3R A, X S5 PINL AT A4 i LA v e A A
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PUER TS5 AHYIH ZIE IR T LR 3

Ko PINLIZNASFRIA EHHE WoR, Ml PINT &
P73 B A M b B R — AN AR 2R e, AR
Bl J5 0] 5 PINTLE A0 B i AR e 1 5 1) — 28, AT
AL T AR FE RSN R, AR A AR ) A T
FEPINLZE AR, AR R BRI I AT AT L, Wi
FEANMIA G5 0 A, W2 R, e %
WA, Ut BT PIN L A K B8R B R B 40
AT PRe T %20 T A 43 4 (Benkova et al,
2003; Hay et al, 2006; Barkoulas et al, 2008;
Bilsborough et al, 2011).

PINT AR A7 52— K 5k A NAM. (CUC)
1342 . NAM (NO APICAL MERISTEM) & 2575 84
AR I, HAE FH EEE P e M)A G A T RS
fI%E (Souer et al, 1996). FLFEIF45 1AL RHEY
I NAM & [\] U5 2k R A4S, CUCLRICUC2
(CUP-SHAPED COTYLEDONL1,2), H5EA8 kLK
IR Bl AR, BRAh, AHABITE . eSS S
DA A H @4 (Aida et al, 1997). NAM (CUCL1,2)
()55 2 A5 #% D1 CUCS, 5N AEThfie - 5T
AAAE B 43 TU42 (Vroemen et al, 2003; Hasson et al,
2011). — RAISLE TR, CUC/NAMEE KK+
XIS ik B4 T Bk A T R AR AE T SR ST
CUC2F1CUC37E M ik 2 [H] M fa Ak 3 5 Rk (5 5,
cUC2 5 AR PRI J L2 SR A8 Ky A %%, cuc3 5 AR Ak
[t 10 2R 3400 R A T BRI, 1T CUCLA & TE 2
FEARBA W, CUC2IIME A v R & Ik
JE N R %, T CUC3 I 4 47 A 14 K (Nikovics
et al, 2006; Kawamura et al, 2010; Bilsborough et al,
2011; Hassonet al, 2011). 74b, fEEAE MY
, GTERNAM/CUCE JE PR /N IR T Jl A A 52 1),
FLAs RAF KSR A S5 1 /N Rl . /N2 H Rl
Z4UGFEE N F#(Blein et al, 2008).

KFNAM/CUCZKIE R i i 2 JE 25 k1)1
P, SEE B S A U E UYL T — AN EEAAY,
RlI: 14 (serration) f& — /> 2% 8] _FRE 2 43 A 1) ) 4%
B L2771, BRI %0 £ CUC2 R AE K
FIR AR S R B A g e . B
PRI RN B 1T CUC2 AL Bl (i 2E K
T A S BRANES A, LY, PINTE A{E4
J e T S A, K AR A 3R DUAERT AR g 1) 38 R A
BB —ANCE A, AR O, TR iR R
1 AE K 28 Xl IS H0E — 28 miRNA——miR164 X

CUC2AT f i . DAk, CUC2HIA K ZE 2 [T A
— A RBHERFR, CUC2IF AE K Z IR I 2R, 1
AR F IR XANHICUC2If3R ik, BUECUC21#iE
PR IX 5 A K 3R IR i Rk 8 DA L R] g, Bl Sy 38 3 7Y
R A S R A A AR AR IR IR X,
[T e Ak A CUC2 (iR R Ak X o AE BL R A e
CUC2FIMIR16GAALE FL R X 1 215, HAFH B34
AT, A ER R A B I PINT BRI A R E
W BRI, SO R T A BAE R A S
(Nikovics et al, 2006; Bilsborough et al, 2011;
Barkoulas et al, 2007; Bar & Ori, 2014).

\

| &
0 /
\

Bl MEREERXERMBZER(REASSIETER
¥ F A5 . LU Barkoulas Z (2007) #1 Runions 2 Tsiantis
(2017) A 3C H B9 B A AERR IS T RL) - iZ AR R 1A% 0 =21
ERFCUC2 (UB8)5EKFR(E®)ZHHIRIRIERR:
CUC2#ESPINIEREMMEPEHEN, BEKZNFD
FEEREHESE —NMORS, ERENREX IR
A EEMIR164HIFICUC2HY Fik . CUC2FIMIR1647E 2 [E]
XigiEsn, HETE, BEEEKZNIREEH, £KER
BHMERER. B35, EERKATEFRS5EIEHE

HREFMERE, oW BRFF+TFRRHEYRIRCOXER
IR E R MR K, BT E S E/ R SR EE.

Fig. 1 A model for the molecular regulation of the develop-
ment of leaf marginal serration according to studies on Ara-
bidopsis thaliana and Cardamine hirsute (e.g. Barkoulas et al,
2007; Runions & Tsiantis, 2017). At the heart of the model is a
feedback loop between CUC2 and auxin activities. CUC2 is
required for PIN1-mediated auxin polar transport (horrow ar-
rows); in turn, auxin activity maxima at the tip of the develop-
ing serration activates MiR164 which represses CUC2
posttranscriptionally and generates an interspersed pattern of
auxin maxima and CUC expression at the leaf margin. MIR164
and CUC2 are expressed in partially overlapping regions at the
sinus of the serrations. Auxin enhances outgrowth of the serra-
tions. There are additional growth regulators modulating leaf
growth to shape the form of protrusions, for instance, RCO in-
hibits growth in indentations, producing more dissected forms.
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1.2 EWNFHEYHNAM/CUCEKE A MM ST
R MRS
Blein%5(2008) LU HT T 5> B - - fE 4

NAM (CUCL/2)FICUC3TEM AL B A E e I /E H,

e IR AZ L R LA Y % e i U R e g
JRIRIRUEAE R, HAXAME AR X7 AR v o R
SEI . WFFUER I, FARES AAE AR A NAM/CUCHE
RIIRIE G, /N JLT-flfr (Berger et al, 2009), %4
HAR D, /NI 2748 4= 2% (Blein et al, 2008); K
F I A>NAMICUCHE R (W R I I, /Nl Ay, 71
i 24952, /N it FOFE (40 H 32D (Blein et al,
2008); 7B 5. [1INAM/CUCHE [K] it 2k 58 48 44 v A i
FIX - FE N R R R R RIS B B
[, RIS T2 R A2 55 (Blein et al, 2008); #4-=-5¢
IINAMIE Rl s CUC3AE R T BRI, /i it 2 gk s>,
M0 A I L ERNAMSE R RICUC3EE A i, /N AR Ay 4
% (Blein et al, 2008) . It J5 7F & 14 (Medicago
truncatula) I BF T AL, MENAMEE PRIk 2k 58 AR
AR It P R AR /) i A B S e 1A sk D () 3R B
(Cheng et al, 2012),

Sha &5 (2018) & X 1t % B # & v & W 1
NAM-likeXJ T~ WA FIPPIR 73 2K E H . SR
JE(Achillea)fE I &L A HA F & M2 FEME: N
-3 (A, acuminata) [ -2k 4y 4 AR 1 S 91 (A,
asiatica) frIH- ) = A PPk A2, 245 an 224Kk . Sha
£5(2018) v [ tH P AP A 4 b (1) NAM-like S5 Pl ——
AacNAM F1AasNAM, i I e AT ) 3k Bf 3 45 XA
B, W fEUHE T, AacNAMAE 112k ik

(RIAHNA B ARIE, B G (0 A KRR AT 82 F B

ML, AasNAMAE 413 2 BL K A K (g 24
WG N [RI (r E ¥ R ik s S, HRIE
AR ER S DR R I
AR IINAM-like 7F 3 3 7 X I8 A7 A — AN A
B2 10085 (15 i N AR 5, 1K 0] RE =LA I
W IO 22 7 o ZIF AN SR TNAM (CUCL/2)
TETUR T AR GBI AR s v, 1l
& B B[R] i 2R 22 [ i 2R 1Y) 22 S AR ] B NAM-like
(PN 2% R IE AR 2 A 6, Bl 2[RI R (1 Rk AT
e R AR il RIS AR I 45 2

gi BTk, 52 R ISR R R I E
CUC/NAMZE R Uy BE 1) il 2K 2% 3 B0 100 e i 3475 5
B, B CUC/INAMKT M 2k 245 R 6 1 48

Y FAE LR R AR SF 1
1.3 BEEKZEHEEREENIMSEESEZENE
ftt & F

PP miRNA T 428 P U5 1 40 R D, ik b5 4
JH RV S (1050 0 1 5 4 5 5 SR TR RN S i Jk
ek, AEm R B FE T, miRNAsL HE ) 38 R St
A/ A 3 A i O %, AT 4 I /3
MRE . WERRY, FKEm KRB G S
MIR164 1131, miR1643H o X I 5 I CUC2 1) e 5%
Je SRR R R B IR St . FIH T-DNA
DT EEIRAG AL TEmir16458 4514, MIR164£55
H P ECUC2RIA H Ty, M B Z1 0 IR (Ni-
kovics et al, 2006), 1M miR164id KL, CUC2%K
IEPEAR, FEUUR I ARG KT/ AR /D
(Rubio-Somoza et al, 2014). CUC2[1]5% 2 [F] Y5 HE K]
CUC3Ik = miR164 (1) 5 & A7 sl AN 2 Jo i #2, H
CUC3 5 CUC2 2 Il f7 /A HAE ], CUC2REfe ¥F
CUC3H 1, W& TE R iR — R AEAemt i R & it
o PP T D /24 R 2 8 ME R 2 (Chit-
wood & Sinha, 2014; Rubio-Somoza et al, 2014).

gy AR S S R R I e R T R %
miR319 1 i #% ) TCPS(TEOSINTE BRANCHED
1/CYCLOIDEA/PCF) %X J& f% 51 . MIR319A Fil
MIR319B L5845 — 5 R J& _b 348 g I 2 v 24 (1)
TE 1, XGEARAL 434U B I A8 4> 2 (Koyama et al,
2017). it HIEMIR319, TCP/K V&ML, SFEHUR T+
A2 . OKTE /N3 22 (Daniel et al, 2004; Pala.
tnik et al, 2003). Rubio-Somoza H1fth 1] [4] B\ ¥
miR164-CUC 5 miR319-TCP % 4k miRNA i 1 i %
TER F/KPFRCR R, RUITCP4RHES 7l 5 CUC2HI
CUC3TE I — A&, MIMIBH 1-CUC2-CUC3 4411
TERE, TS0 AR L BRI . AR I3 I AH SCHiE
FEAWHARN], TCPARH A1 ] f i CUCIKIE A
M0 R A% 0 3 25 % 25 1) 1 4% /E H (Palatnik et al,
2003; Daniel et al, 2004; Chitwood & Sinha, 2014;
Rubio-Somoza et al, 2014; Koyama et al, 2017).

Ak, miR156/EFHAE 7 K B rp R Ok
BEMEAEH, BSMSESKERHEMK. W,
MIR156 [ 11 71 AH ) i 3 ack B v 52 380 1 P
;T I EE A miR156 1 M A v % B P & 2k
1345+ (Rubio-Somoza et al, 2014). miR15611F H /&
T8 o LA 1) e s R F X I SPLs (SQUAMOSA
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PUER TS5 AHYIH ZIE IR T LR 5

PROMOTER BINDING PROTEIN-LIKE)/fij 8L -
WF9T R R, SPLOfE 5 TCPAIE L —ZWy, Ptk ig /b
TCPHCUCIH 4 &, ML RE LG &M SR
% . Rubio-SomozaZ5(2014) 43 4 SZ 56 45 WA ke 7 i
KA ok E 40,
miR156 /K V4%, #il T SPLOIG MAT 2 Lk S
TCPs4i 4, M8 £ [ TCPsfH LA 5 CUCs 45 4, B
1 T CUC2-CUC3 FARITE R, Wl FHAS T ik
AN TE e B R G, miR156/KF R %, &
FHSPLIZK - Tt, K5 TCPs kA W JE i — 5
7, Il T 5 # 5 CUC2ECUC3 N gi &, %
JCUC2-CUC3 — ZEARAE1E T I 1A /N i H 1 1
%, HTIX W54, ChitwoodF1Sinha (2014)f#
BT RERRAN AR R 7 B b it 5 L 7 (heteroblasty) )
MiR156-SPLO {2 J5i # .

IR R R I TCPEL S R 11035 1 32 31
TIEI(TCP  INTERACTOR-CONTAINING EAR
MOTIF PROTEIN1)#% il R 7 [\ /E F . 7Ent 2
& & & & h TIEL fig 43 5 3L #9 #l 5] + TOPLE-
SS(TPL)/TOPLESS-RELATED (TPR)7t & H /K- L
FHITCP TG, Pk, W RIATIELRES | i 2
Z4Z0 () i Jl (Tao et al, 2013); M TIE1 X 5 TEARI
(TIE1-ASSOCIATED RING-TYPE E3 LIGASED)fS
AHHAE, TEARL A [R5 L DR e A2 5848 m] 5| ke it
Frih a1 22 (Zhang et al, 2017). ZEPRIE R EIZ
R FE S50 &5 SRt — Mo (RORS A I 428 TCPYE M 1
-2 78 K T WL TIE1#E SETPL/TPRsHE w417
HITCPIRWEPE, M TEARLIE A S TIEL 1 B fif Sk it
FRTIELX TCP R4, AT IE 4% TCP I35 4 (Tao
et al, 2013; Zhang et al, 2017). A I, TIE1fITEARI
TR TCP R R M ()45 T ISR E -

2 HHKEH A (auxin influx)iRZHTEIEEF

A F A N B B T AUXT/LAX SR B 3 6]
TAEE HPING th 3 i B = R AEK B EE
BATEBAEH . 910K, AUXT/LAXFIPINS /1)
HE PRI TS 7y AL AL ZA b AR AT ek, st BRI T i 32
B PIN [P35 7, (28 AUX1 19 4F H (Kramer,
2004; Heisler & Jonsson, 2006). AUX1/LAXTE M- i 5k
b Rk, WM ERESKEH & MEH (BI-
Isborough et al, 2011) . AUX1/LAX1/LAX2 = Ff
AUXL/LAX Z 58S BRI 40, e 7 FL A R i B b

B B TR S 26 TR A 2 (LAX LA I A i ik FE Bt 6
(1) A A I 5 1 B4 TRA EE R « LAX 2P I A= K i
Jry BT KB A e A . AUXLAE 23 A2 20 20 2 1 DL M
wE LB MmN RS G RE) K
AUXL/LAXLILAX2 [ I SEAR I, W32 S0 1A 25 9807,
H XN 58 A5 Bk B 58 A8 6] I 2% 34 T5 1 5 5% W (Kasprz-
ewska et al, 2015).

3 AKZREPEMHGESHIHEME
HEUREE T

}i %) & — Fh 4 ) EPFL2 (EPIDERMAL PAT-
TERNING FACTOR-LIKE)[fJKFIERECTA (ER)Z
W J D3 A 2 5 Wil S 85 1 1 B 25 28 T (Tamess-
hige et al, 2016). 44U 7+ EPFL2E{ER K AE R
AR, WG AT A, RN B A K R AR
AN ZRIX AT (FEEA A R EF AR Ry eh ) i i 2
(4K & N A7 B B 8). EPFL25ERECTATE
JSCCAA - 52 A4 (pairs) 10 il A 38 7 I 14T AL 1R i) Y,
AR K 3 S R PHIEPFL211 2Rk, T 1 67 J 15t
Wo B RGAM GAK SRR P YEREE K E W
v zUFE (Tameshige et al, 2016).

Ji4h, HET B UR B, JAGGED (JAG).
JAGGED LATERAL ORGANS (JLO). Trifoliate (Tf)
Fnel g A KRB KM IASTE SR E M
AR RIS AT GRS M KNOX i #2318 %, 3%
15 T BUE S o

4 KNOXZFIERERBITIREZE

41 KNOXZIEEEMMERASL B IFEEIER

KNOX J& T KNOTTED1-LIKE HOMEOBOX
(KNOX)E K 5 % (Vollbreeht et al, 1991), 7EFUFGIT
A 44 % B : SHOOT MERISTEMLESS (STM),
KNAT1 (X #BREVIPEDICELLUS, BP), KNAT2LL X
KNAT6 (Hake et al, 2004). &l ff1kn2 (Tkn2)Fl
Tkn1LL A B Kb i Knottedl (knd)tH h KNOX S ik
% 71 (Hay & Tsiantis , 2010).

KNOX i % 173 5 40 100 i 3 A 21 20 3Kk
S AE A FIE ) R A . R B HB AT HL
AR5 ) (Bharathan et al, 2002; Piazza et al, 2010).
KINOXZHE [RI7E I J5 5 T Jl PR RS G B 3 s W B 4
Gk, (HBEJSTER R & IS R th R IEAE )
Rk, X5 AN Z A X (Piazza et al,
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2010). 74K ZHOUFHAEYI Y, KNOXIH R ILTH
PES M2 52 A PE m BEAH O, 7EAR 2 BPR - al
M 255 24 20 (0 P o o m ASE I 2 KNOXHE I B R R TA
(Bharathan et al, 2002; Piazza et al, 2010), WI{ZEfRK
. B, KNOXEEKAEM /i k Bl i
RKik. PEIFRAFEALMN MRS, Piazza®h
(2010)7E 15/ R 5 FIDNA T F14 SO AU R 7T
J& B FAERF S SR P AT R GRS
FEA b, AR T b A R AR, gl
FTHE, A2 2R S5 STM (KNOX S5 i )
(MR B RAT O, BRIA AR AR 2% 73 R WA IR
B R RT B STMI R IE,  Horsik HL 308 fa
FEN R BB T BRI RIS AT g 5 STM
JA 8 X3P 2 1 AR 5+ R (Piazza et al, 2010). 75
AN, AEH F b S Ik KNOX S R A 5 [ - 2 2%
(R Z f N i RIEKNOXKE RN, AR TF M LA
S A LasR AR AR Chy ) HR I 22 (2, [AIG
R FE T STMPJZRIA IS, /N B B ™ ], H
FI A, Tk KNOX U 5 [ /s i 184 T (Hay
& Tsiantis, 2006; Shani et al, 2009; Efroni et al, 2010);
TEBY ARt o ek FORIKNL, 7= A i ST,
/NI % H ) B8 (Hareven et al, 1996; Efroni et al,
2010). AT O, ToIR RN I 2 SRR G #5%
FI) KNOX 5% i Jk A1 1 i 45, LA FH AL 7T R 2
KNOX g iz 471 1478 A5 55 25 10 A 6 p ik DS i fie 2 4
IS JIOIEEt7/EE g A& S & P LR = TN
Pl 2 K 2 10 K 1 (Efroni et al, 2010; Moon &
Hake, 2011). SRTMEABITEY, 28GR
) (legumes) M 7 1 I % A KNOX 2 [A] 1) % ik
(Piazza et al, 2010).
42 BIEKNOXEZREZEZMMHSESAERHME T

KNOX [ I} % 33 52 22 AN AN [m] i 428 i 458 BT 1 1)
e, IRZHFIFAEEREMHEZESHRE, H
HH 3 JHE 8 T i ) 2 e F Bl A T KNOX AR AL, BTt
S ET M LA ARL . Hui et al (2012)%) T iX 4
YA R IR H OAF TR Z0R, AT EREIA A
7.

KNOXZR I [K] 1) 1 52 ARPIE IR (44 Fr 5 140
JF ) ASYMMETRIC LEAVES1 (ASl), & Kk fy
ROUGH SHEATH2 (RS2)H14: 4 %1 [\JPHANTASTICA)
(] IXREER G AIMYBFE IR 7, AT Rk
TEE BN R IE IR HIKNOX G . BIRGIT R,

S RasLIP S A 4%, W KNOXZE 3 [
(BP, KNAT2, KNAT6)% ik & ik |- i (Byrne et al,
2002). ASTXAME LT R & 5 AS2 I il 2R 44
HE W) E 45 A BIKNOXIW A 81 X 3k, 3 (R4 1
KNOX 2k P 7 5 B it & 7 (1) 2 34 (Moon & Hake,
2011; Byrne, 2005; Bar & Ori, 2015),

BLADE ON PETIOLE1 (BOP1)#1BOP2J& T-
BTBIE (I Kk, WE R Y, RIEH WS
KT 1 Dy B8 . BOPLHMIBOP2TE Il A= 2% H i 46 55,
70 K (1) BOPRE H #2 1E 4 AS2, il % 1X
HKNOXZE K )22 15 (Jun et al, 2010). boplF1bop2 XX
FARIRI A2 K, AR AR H I | 45 (Ha et
al, 2003, 2010; Norberg et al, 2005). [Xtt, BOPIE i
U5 v B R T A KNOX ) 2 35 SR A1 1 3 114 e
A LA EE ki (Wang et al, 2015; Ha et al, 2010).

JAGGED LATERAL ORGANS (JLO)# A Ky 4242
I B AL T 487 (Wang et al, 2015),
J& T'LATERAL ORGAN BOUNDARY DOMAIN (LBD)
FEDR SR A, R0y R 4 S URN 28 B s ik 1 3 Ay
FKik. JLORETS T P KNOX XK % STMAIKNAT1
(PR, FEAMHIPINGY RN Rk, MILOTERAFE T+t
L RIE AT P AR A E R ) Fr (Borghi
etal, 2007).

JAGGED (JAG)%wht FAT C2H2 5 Fi 45 H4) 1 4 5%
K-« JAG Ll el 2% e 7 | kS F0L w7 1y i = A 2
Ze R I IAG VR JE R JELYRATE (LYR), lyradAskk
FEARTE 22 N T LYRF 2 IA W 5 N Rl
AL, JAG/LYRH] fEiE 1t 5 KNOX LA K A K i 4
MR FAHEAE R, 1R 2 5 m 2R BRI H (1)
W% (David-Schwartz et al, 2009; Bar & Ori, 2014;
Dinneny et al, 2004).

SAWTOOTH/& 1-BEL1-LIKE HOMEODOMAIN
(BLH)&E 1 K & i - SAWTOOTHL (BLH2/SAW1)
FISAWTOOTH2 (BLH4/SAW2)7E fill 4= 2% By vh 23,
Al I KNOX K iEIE KIBP I ik . sawlmksaw2 (1]
FALGARANT S B i R AR, (Hsawl Fllsaw2 X5
AR AT R T A RINYR, MU AME . fEasl
SEAFNE IR p i ik SAWA, ] Fshlas Lt i B (1) 5
W FIBP AL v ERI& . w0, BLH2/ SAW1AI
BLHA4/SAW 2 ik 1 fi]— AN 5 2 AN KNOX S Al 1) 4 ik
Z 52 LA ) 3 B (Kumar et al, 2007).

34k, Trifoliate (TH4if%— MEREIFH S
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LOF1MILOF2 %K [ AH G MY B-like % ¢ K -7, & 4F
WS R0 IR0 . (R R AR A R B k2
U R A T TRRA K38 I, ARk T &I S
A oA AR I B A R B, A R 2R gk
b BIFFUER B, TERESE W 5535 B R KNOX (13 1,
I, MWK E T ETFRE YA fE )8 s/ i
J& o FTUCATF AT AEIE L 78 KNOX BA A A K F g 1ok
M A K B (Naz et al, 2013).

5 HtbEFrIIEIEIRRE

REDUCED COMPLEXITY (RCO)JE T-—ANH
S LR ) T AL S F, BILMIL (LATE MERISTEM ID-
ENTITY 1)-like i 75 T FAERH R K E 5
(Aethionema J& 73t 2 Ji7 ) & 2B 19— Ik 3k R &2 T
o B E 774 T LMI-type FIRCO-type 5 M4 I,
TEWEKIE(C. hirsute) FIEEH-FIRITF(A. lyrata) 2544
H, AEAE P ANRCO-type 22 [ (5 T RCO-type ) 5 IX
FA), (HIZEIF(A. thaliana) #3241 o 51 AN fE
FERCO-typelf1J¥51)(Vlad et al, 2014). 7EfEKFH T
RCOMUIHBRTE A K o, W T MZIBIR K EH
FILIFE . WFFTN GAE LU O T oK S I A3
5 400 RE T R A S R I, WK FE R I %
PRIV R FRCO-typedt [Kl:  RCOJKE A 1 T RE B i
BRI, BOKRF AT = RN TR RCOFE N

miR156 TEAR1

|1

SPL9 TIEl —— TCP4

e

SPL9-TCP4

miR319

BOP1/BOP2 -,

SAW1/SAW2 *

AS1-AS2

PR ITE, LAY s W E it . JBE L,
WA BAANAH 253 DLLMI1-like[#) Aethionema arabicum
ST — P B A, RN ORI R4t
RAEGT T BRI D e o w4, A7 5= ek
FAE R U A AT B U RE AL FIRCO-type 5 [,
IMRCO-type /=AU 7+ AL B th B2k, S 34Ul R
TR ERAET RIS, Hom A8 i 2 Lk
AR IR B (Viad et al, 2014). 74k, HEBFHEH A
AR KT I Rl IR, RCOI) 5% R IR YR JE A R
WEeZ 5T S eRHaYH Y 2 R i(Bar &
Ori, 2014).

RCO 45 M2 I HLHIFE T Re s RN / Ry
TE J AV B 22 1) PR T 300 5 X355 40 D P 36 4 0 A K =2
PP IE, HDHEAL R 0 S 4y DX I ) A K 4
HIVE T, fEWEKFER, RCOFERB R IEA L E R
W T A2 A4 DL AN AT o] LA o] W AZ K (Viad et al,
2014). 34, £ FAERT, RCOFFBAR KR
(F1 38 1 7= A2 5% W (Viad et al, 2014), {H'E fE7E
CUC-auxin i 2 55 (1) 3L Atk _E 0851 -4 795 00 41 B 11
AR, IR A R E, 7 A 2 A 2 &
AAE(Runions & Tsiantis, 2017) (K1)

R bak i GO A& K E R 5 T ek
Ji, TS FL R ) 45 2 T

miR164A

TCP4-CUC2 ‘

TCP4-CUC3 \’

CUC2(NAM)-CUC3

" —— EPFL2-ERs

JAG (LYR)

|| || "y

Leaf serration/dissection

RCO

" TF

B2 MaSEESLFRENEE, REEFEOEEER . XERXTEFAEMREWERHETIER; EENFRIHEXH
RIERD, MAKRHMOEEER, BEAFRREMNE/RREMK.

Fig. 2 The molecular regulating network underlining the development leaf serration/dissection. The solid lines indicate the rela-
tively clear interactions between molecules, while the dotted lines suggest unsure interactions reported by a few studies.
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6 RE

M R E &N EE B ER. E5k,
W B (R R B AR B ) vl 94, AN (R R PR e
FHAFN R RANFITEAS 05— 71, At A
R B SGEEE — N EAR, AR AR 1)
HIvid e Wl Sk d o M A d ) 5 G 0 R
(Tang et al, 2016), R KFEEYE THEDIHTERIE %
.

AR R s TH SNBSS R E R
MR RN E IR, xR N T
RNA KA P 2 45, o [ 28 42 K 32 5 t (auxin
efflux)i& {0 rh I — L8 2R, WCUC, TCP. SPL
DA K miRNAs %5 [ BF 5T i 22, 35 R R N TR 4,
X LGP [A] R AH BLAE F OC SR A BOR RS I . (HA
AR R, B id el TR AR S () R 3= 2
a2 AT 2 D2 A A5 I T 7 28 A IR ) £
FFIFAE — APl b g [ € T2k 2 R RNA-seq,
Ostria®(2016) K HL G [ B T TTNAC S FE A 1 =
KA TR Y i 2 2 R . H R IIEESTR B,
Y F T TCPIE 1 (I miR 156/SPL I i XiF ) it 5 J3 1R
Rk, TS M CUC L5 TCPA 4 22 8] Y AH I s [
(Chitwood & Sinha, 2016) (JLATI&), XM 55—
i B T 35X LA BB 775 0 2 % 25 5 T 2 (1) 1
FEAEH .

BEE TR, Bk 22 1R 428 R 1 i B
i G Rk G HOC, AR 22045 W 45 vh i AE
HWLEUIAANTE R . S ZIE SR 2t 5 H
AT B I N % 2 TR G R, A IR 2 M
Rk

NI RGO B IR, MPREEILSN
2 FEE 32 5 T AH OG0 B R 45 DR 1 R A FH Bl
LR RNEAR o BRI, DT B R P L AR o 9% )
%,Ammwumﬁ”%ﬂﬁrﬁl%kiﬁﬁﬁﬁi
YN RHIAT LR R B AW sk, O T
AL 2 S R I B2 A PN i WEJH$U\%
fle e B M HE AL W e 1 g T ik, B BT i
Eco-Evo-Devo, ¥R H AR Ja A R FUR R 25 2F T i
TEAR S B 2> 1 AR F BRI A 5 ) 4 T
IR RE, NTAPLS IR 2 M5 5, A&
Eco-Evo-Devo X AN 1 256 A Wi 8 TF A W) R 2
FEPETE AT A AR T 2D o
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