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Abstract: The establishment of Adaxial-Abaxial polarity of plant leaves is one of the important processes in leaf
morphogenesis. ASYMMETRIC LEAVES1/ASYMMETRIC LEAVES2 ( AS1/AS2 ) are key transcription factors that
modulate the Adaxial-Abaxial polarity in plant leaf development. These factors directly or indirectly cooperate with
multiple proteins or miRNAs to co-regulating the development and formation of plant leaves. This review summarized
the conserved structural features of AS1/AS2 in Arabidopsis thaliana and Chinese cabbage, and their regulatory

functions involved in the initiation of leaf lateral organ formation and the establishment of leaf Adaxial-Abaxial polarity.
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Then, the specific research directions of AS1/AS2 regulation mechanisms of plant development in the future

is also prospected. The summary and prospect of AS1/AS2 functions in plant development in this paper will

provide ideas for further revealing the molecular mechanism of AS1/AS2 biological functions, and provide

an important theoretical basis for the innovation of new germplasm resources of leafy vegetables.
Key words: polarity formation; ASYMMETRIC LEAVES1/ASYMMETRIC LEAVES 2; leaf development

Y Rk E iRz e R MRS
ZRAIAEE s R 2 R B I NAER R
MR AFREEEXTEMNEMN". 250 KE
(AL PRl 5 2 5 3 ARl ST A S I SR A
B - R - T R e - 0 A IR
MR R AR v S R R R B R AR A
Pz 120 nf B 45 1H ( Abaxial ) F1iE 18 ( Adaxial )
3 531 PR R P T A A ISR T A P 1 R R 4
X2 5y A RS 1) DR IS AH BB T T
RNy oy I et e 1 A A R - e B |
P 2, BE R AR B35 PR Rk UuE 1t e s s
Rt Cheng %5 7EZSER IR ISR H W, 4%
BIEIT 19 F1 16 S 5 b BROE il 1) OC 4 5L [
67 R MR 1 25 25 i A A v ok S R 9 48 R 24 A
K, EEALE 3 IR (1) TAS3—ta-siRNA—

®1 BEF AEXRPSEEEBREERNER

ARF3/ARF4 i#%7%;(2 ) miR165/166—HD-ZIPIII &
#3(3 ) AS1/4S2—KANADIs i&4%

X3 R AR 1 AR, A X 22 A Ok [ P AR A
Z X TP R & B W5 B RS REREA . 7EIX
AL R AP R R AR PR P SRR R A 3
EE R TR H : ARP(AS]),LOB(4S2)
F1HD-ZIP Nl ( REV. PHB- PHV ), 15 it M e 72 Jt
PRI 45 ok 1 PR AN e 53 DR 507 1 35 A : KANADI
( KANI .KAN2 . KAN3 .KAN4 ) Fl AFR %% ( ARF3
ARF4) '3 1), MTE ST %%, AS1/AS2
AR T O ST R . AR SR R A A
FEAE IR F LRI TT RIS AE MY AS1/AS2 3R
HPEN i & B H D RE VR 72 M 2%, 0 & ik & & 1S
3l R RS AR E AT
FIATIG S Hh B A 2 R

Table 1 Adaxial-Abaxial patterning genes identified in Arabidopsis thaliana and Brassica rapa

wEE REREK LR AR NPT FE A K F13E Chiifu KIFIZE A03 PNEESA PNEES
reH G Gene s Brassica rapa cv. Chiifu FEH FEH 2 YL i A
Adaxial-  Famil Arabidopsis Brassica rapa cv.  Brassica 1
Abaxial groupy thaliana Zene V1S V3.5 BRE A03 genc:7 ID rapa Brr‘:j;w
group ID R V3.5 gene ID subgenome chromosome
V1.5 gene ID
Ik HD-ZIP REV ATSG60690  Bra002458 Brad10g018510.3.5C BAAI0gl8520.1 LF A10
Pt ( REVOLUTA) Bra020236  Brad02g010380.3.5C BAA02g10930.1  MF2 A02
N PHB AT2G34710 Bra005398 BraA05g010300.3.5C BAA05g10670.1 LF A05
Adaxial ( PHABULOSA) Bra021926  BraA04g025970.3.5C BAA04g25090.1  MF1 A04
regulators PHV ATIG30490  Bra032394 Brad092036060.3.5C BAA09935760.1 LF A09
(PHAVOLUTA )
ATHBS AT4G32880 Bra011392 BraA01g005190.3.5C BAA01g05560.1 LF A01
( HOMEOBOX GENE 8 ) Bra034539 BraA08g017300.3.5C BAA08g17080.1 MF2 A08
ATHB15/CNA AT1G52150 Bra018948 BraA06g002250.3.5C BAA06g02330.1 LF A06
( CORONA ) BraA06g002260.3.5C
BraA06g002270.3.5C
Bra014315 BraA08g002290.3.5C BAA08202290.1 MF1 A08
ARP AS1 AT2G37630 Bra005177 BraA05g007760.3.5C BAA05g08220.1 LF A05
(ASYMMETRIC
LEAVESI) Bra000011 BraA03g019560.3.5C BAA03g20680.1 MF2 A03
LOB AS2 AT1G65620 Bra039733  BraA02g017210.3.5C BAA02g17890.1 MF1 A02
(ASYMMETRIC

LEAVES?2)
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®1(%)
TIMEYE RN FEH 4 P AR TTHEA K13 Chiifu PNEEFXEEENVNE ES AP NEE 2
Ir4 ST Gene I Brassica rapa cv. Chiifu R LR Yefh ik
Adaxial-  Famil Arabidopsis Brassica rapa cv.  Brassica i
AgzxiZI gioupy thaliana Zene V13 V35 RHS A03 genc:7 ID rapa Br::j;w
group ID Ak V3.5 gene ID subgenome  chromosome
V1.5 gene ID
W E KANA KAN1 AT5G16560  Bra008613 BraA10g023290.3.5C BAA10g23570.1 LF A10
YeErEH DI (KANADI 1) — BraA03g007580.3.5C BAA03g07990.1 MF1 A03
jbaxial — BraA02g006590.3.5C BAA02g06990.1 MF2 A02
regulators KAN2 AT1G32240  Bra023254 BraA09g034220.3.5C BAA09¢33930.1 LF A09
(KANADI 2') Bra033844 BraA05g024090.3.5C BAA05g23890.1 MF2 A05
KAN3 AT4G17695  Bra040176 BraA01g009370.3.5C BAA0Igl10180.1 LF A01
( KANADI 3 ) Bra021038 BraA08g013100.3.5C BAA08g12590.1 MF2 A08
KAN4 AT5G42630  Bra035311 BraA02g031000.3.5C BAA02g32400.1 MF1 A02
(KANADI 4 )
ARF ARF3 AT2G33860 Bra005465 BraA05g011060.3.5C BAA05g11480.1 LF A05
(AUXIN RESPONSE
FACTOR 3) Bra021885 BraA04g025570.3.5C BAA04g24700.1 MF1 A04
ARF4 AT5G60450  Bra002479 BraAl0g018270.3.5C BAAI10g18280.1 LF Al0
( AUXIN RESPONSE
FACTOR4) Bra020243  BraA02g010510.3.5C BAA02g11090.1 MF2 A02

K% Chiifu V1.5 F1 V3.5 JE [ 454 L ’35k http: /brassicadb.cn/, K137 A03 R 4 520 [ ’I3G http : /awww.bioinformaticslab.cn/EMSmutation/home/
Brassica rapa cv. Chiifu V1.5 and V3.5 genes IDs are from http: //brassicadb.cn/, Brassica rapa cv. A03 gene IDs are from http: /www.bioinformaticslab.cn/

EMSmutation/home/

1 AS1/AS2 {R=FEEIYFIED TR

1.1 #FEF AS1 B SANT Z54g15

MYB i 5 i S Al ) Hh e =F 5 10 7 s IR 1 5
Z— FEIR I H AT K AH 190 SR .
MYB & 16 4 = B AR 5F 19 N- i MYB 5 & 7 41
( IR\ R2R3.3R FIHEHLAEY) F1 Z AR C- T4,
Horp C- 3ty )P 9 B ZAE DL E T MYB K% 2 Y
e EPE, AS1JE T MYB-R2R3 %!, 3 1 25 1
GET6 454 AS1 J3 3 T K I/ S 4 & 1 S BEfk ok
W AST B F IR FE R SR b AST A BIANIF
Ui 3L B Bra005177 F1 Bra000011"7 (18 1A . D F13
1) AR R ST 250 SRR AR 1) 4387 FEAS [ I
(e SR R 3 AR T B AR AR A N
JiR KA AST B N 3 EAG P~ HR B A v FE LR ST
SANT 5 #)3, Bl MYB IX (& 1A ), 4> SANT 4%
FIARA 141> DNA 254X (& 1C ), X P4~ DNA
SELIXR AST P R UL A E L A0 5
1.2 AS2 HEIRSFHY LOB £l

LBD Z 1 £ 112 — 25 DLy B O SF /9 LOB 45
PO R IR AR ) R S M T, R R B

(i S B R 7 N7 BRI rh AS2 I ASL4 (AS2-
LIKE4 ) 55 5 % BLAY 2 i LBD 2% % 2 14 il 3 A
B AS2 4TS LOB K 945 6 4> A B, Bl LBD6
( LATERAL ORGAN BOUNDARIES DOMAING ) ,
J& T Class 1 LBD % % & 1, 7E K 11 3¢ H1 482
Bra039733 F PR 75 R W IE 04 AR, Ok
FI3% AR IT 00 AL B N R R KR Y
AS2 # S FAR & AT 1 AN BURVREAE 1) LOB 2544 35,
(E1B), BALHE 14 C X, 1% C X 05 4 4 [a] B i)
P R (CX,CX,CX,C, B ZF 3% ), 1 4 GAS X
( Gly-Ala-Ser, B ICG X3 ) 1 1 A~ e (A il —
()2 58 IR T i 1 MR E 3L ) ( LX,LXGLX(L, B LZL
X5 ), Hirh ZF BL7 8 AS2 5 1454 DNA 15 M i
WA (L 1C), H ZF JE74E AS2 /MAIE st
RIEVERT, ICG 1 LZL X AS2 A% 5E (A Db B X
T35S AS2 i IR 3 DM R ST BRI T
I ) ST T o 5 2200 e 2R I e SR DR AR AR 1
PILHYUR - TR R e A, R R R T S
T IR AT, TE R SR LR T B AR
3N CHEORRFKRE T, K SR AST R AS2 [P A
ARG IR O R il (& 1D ),
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A C
Bra0s177 % Eﬂa Eﬂ} .-
BraOOOOH”‘EET)EN} - — R
AT2G37630 ' E% E«} = == e o
. DNA-binding domain I DNA-binding domain I
Solyc09g010840 * E":’)E"}) — —
KJB76736 'E"}E":T) -— —
KZM94617 @ E"}) E":‘) ———
OMO66323 ‘ E":') E}) - —
LXLX5L XL
0s12t0572000 ‘ E"% E":‘)‘ ——
B D KJB76736 Gossypium raimondii 4t
OMO66323 Corchorus capsularis i Jf§
Bra039733 S
KZM94617 Daucus carota subsp. sativus #]35 b
AT1G65620 ' ‘- Solyc09g010840 Solanum lycopersicum 35 jiii
G
Bra000011 Brassica rapa k| 5%
Solyc03g063140 # AS1 Bra005177 Brassica rapa K145
AT2G37630 Arabidopsis thaliana {\i§ 3+
IR & - ) . .
0s12t0572000 Oryza sativa Japonica Group Ffif
KZM86772 - - 0Os05t0417000 Oryza sativa Japonica Group Ffif
OMO86028 Corchorus capsularis #
OMO86028 - AS2 Bra039733 Brassica rapa K137
AT1G65620 Arabidopsis thaliana {7
0s05t0417000 - . . .
KJB46152 Gossypium raimondii Fiit
Solyc03g063140 Solanum lycopersicum 35 jiii
B G5 Je K Low complesity region KZMB86772 Daucus carota subsp. sativus #]3 |
N iEIX I Coiled coil region '_10.2
A FESER - ASTARSFASTARTTTN ; B: #45% [KF AS2 RAFESHIBITII ; C: AST. AS2 PRSFININREN. U RNG MERL AL 5 WG T HERR %5 K AS]

Y DNA 254X, * FR 5Py Cys F1 Pro 483, 2T (4 7 HE > AR LOB &5Fsl 5T 1) C X ( CX,CXCX,C ). GAS X FIZESE 2 R P i I i
B (LXLXLXL ); D: AFEHIEAEYI A AST, AS2 (UFELIRI T ; e KEASE; 0 AURITT; & F00; ®M04E; 2908 by & B006; | - HEAS

A': Conserved domain prediction of transcription factor AS1; B: Conserved domain prediction of transcription factor AS2; C: Conserved functional sites
and active sites of AS1/AS2. Binding region of transcription factor AS1 was showed by blue boxes. Cys and Pro residues were indicated by Asterisks. The

conserved C region ( CX2CX6CX3C ), GAS region, and spiral motif of leucine-like zipper ( LX6LX3LX6L ) were marked by red boxes; D: Phylogenetic
tree analysis of AS1 and AS2 proteins in several plants with various leaf shapes; ## : Brassica rapa; ' : Arabidopsis thaliana; % ; Solanum lycopersicum; $.

Gossypium raimondii % : Daucus carota subsp. sativus f§ : Corchorus capsularis; | : Oryza sativa Japonica Group

1 AREMFEEY S AS1 71 AS2 5o

Fig.1 Phylogenetic tree and proteins structure analysis of AS1 and AS2 proteins in several plants with various leaf shapes

KNOX I( KNOTTEDI-LIKE HOMEOBOX 1) ££[X )
Fik AR SAM [ EIL L F ) AS1/AS2 3E i
P R TS R R L AR S R B

2.1.1 ASI/AS2 E & E#=x B #H & KNOX 1

2 ASVAS2 EHEYIMEXB FHME
LA

2.1 REAMBFEFERNEE

This oA ZH40 ( SAM, shoot apical meristems ) £i
AR50 A0 B AT T A0 e, b S A 2
B JELG T A0, i an it RS R BEAE A ]
AU 2R T M JE DR B, VA2 - Tl 5 - I8
b - AN =R AR B O - AR B e
RS FRAG I 7 AST/AS2 FE B0 i i i - 5
?ﬂﬂﬂ"ﬁﬁ‘@%ﬂ@ﬁ%ﬁﬁkﬁ,,JFJEI/”*M%'JHE%%%IJL
S PIANJ5 T : AS1/AS2 AT B 3E o B H2 4 ] SAM

EEMRIE KNOX I FWE&E A M T 45
5 VE, 4+ SAM KBRS, KNOX T b 25 ¢ il
A BE TR R S B M A BT B SR T ASI
T AS2 A H VB, B2 5k (8] 42 19 F i AS1/AS2 B
G Y. ASUAS2 & & W15 M ¥ 4L J¥ CWGTTD Al
KMKTTGAHW %54, iX A8 7735157 F KNOX 1
FIE ) BP JEDRIF KNAT2 LR 3 707 52,
AS1 5 AS2 B 5456 1R 2L g3 &4 | BP
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A = 23 %

Fr b 1, IF X PG5 G i i AR TURVEH]
Je B F G AT ik — 2D R B, i e BP R A TR
B SR T oA T AST/AS2 A W4 60 15
Z[El, AS1/AS2 &Y EAER , £ KNOX JH 3T
HFIE S — MRS, 0] Al it HIRA B4R 3%, N —
PR e 0 BORAS  FEAS B & AR R BH T 5
TGPE, IR B UTER KNOX TR 6 . it AS1 5
AS2 TE S R AR PR KNOX MR35, fEA B A
BRI i & HE 2 SRR

Chang %" BF 5% % B, AS1/AS2 & 4 Wy 1 1l
KNATI (Bl BP ) %3k, 1fij KNATI {3235 AR E 307~
) ph B 5 A AR S HLABIE R T A 5 3k
LMII-like( LATE MERISTEM IDENTITY I-like ) HI}[E)/E ]
', asl/as2 FAESAR PRIV ANy iy B 24 ) S AR
BORMMIVE R AT B2 IR AR R S 24 ) S
AR, Li %52 BT L B AS1LAS2 4 5 LHP1 .
1, LHP1 5 AS1 AHEAEHIH AR EL, ASI/AS2 &
SR SE LHPL, JE 35 B LHP1 # 57 H3K27me3, i 15
LHP1 ¥R KNOXT H:PR 346k
2.1.2 JLO-AS1 T EMESFERAN B ERX
REIEM%  JLO (JAGGED LATERAL ORGANS )
J&F LBD KIGHE A, Z Y & T L FE b T 40 i
FUAR R A B AR X 0 T R T ZE R T
HAS2 5 JLO AAEMEAEH, 55 AS1IE L =K
WEAESY. WL, AS2 7t 4% 4%, /v 5 JLO
T AST AR LA EAEH . ARG T AS1, AS2 FiI
JLO 81 =& Z (WA BAEH , 38 i 77 8 45 KNOX 1
SR, B G R TR RS T I jlo
RAFR PRI T8 K KL i2 A5 515 S G
GE7E A LB B ) S LT JLO ThRE Rk
SEUE RN R B Z R, H R BURIRET S, i JLO
T AR AR DU S I IR B B S SRR S
FRAE o THRERRAR T jlo-d 540 Ik PR 58 A8 44 f 4] i
TR TLO PN A 2 B R T JLO X
Y1 BT B ERLN , KNOX T ZEFE A (1
STM F1 BP ) £ 24~ jlo S5 B NI R T R AR (AR i
I b kI R A Fh A o2,

T T 45 AL TTRE AE B I AR 4 R OB
A 9 Bt A b2 AR R PR ST, AST/AS2 #EFRTE
KNOX I #:H )5 8l X ek, 14228 [0 KNOX 1
SEIR IR, R B R R B R
22 MEEBH ASUAS2 E8 X H ISR EE

HwiEA
R R (R ) e B RSP A S T B S R

EHSELZANEN BT miRNAs AP E L [FE
SRR

2.2.1 JLO F0AS2 HEFEEYERKBEWIEE
E4S% Y JLO 5 JLO/AS2 HAE&E A1, #
£ JLAS PIN 4 [ 19 2% 3k, G045 42 #F PIN1 ., PIN3 Fl
PINT [ &35, [A] B 0 1] PING /i 3 35, iX 2 PIN 25
FOE A E K R i sh G+, 21
JLO & & K12 iJF PIN4 PIN7 ) K35, £ AS2 &
AR BE PINT #9635, 7EHIY % & P JLO
Al g I 2 E R XS SIREA K RZ N0
AfE Sk, AS2 5 JLO M HAE FIIE i E & 1K 5
24~ AS2 B AR IE ¥ X B PIN K% 2R 1 R i
KZ s 501,

222 ASVAS2EEM R EEMREELIITREA
R0 0 e W P 2 1) 32 DR AT 9% e A DL T 4 f
( Antirrhinum majus L. ) W) phan ( phantastica ) it 2
RASRMIST . Byrne %% & Bl PHAN 7E 5 57 h
14 [ 5 35 P52 AST. ST R W AS1/AS2 J&nt iy
R P 3 e v e R I TR A 1) G BRI
Chen 250 % B AS2 1 36 1K AL AE 25 6] | 3% 5|
il 1 EL7E A b sz B ], DUGRIE IE B
Bl HES , RN 7R G R T, AS2 SRR KT 1 E
T REVS SR s L A . AST/AS2 B A 1K
it E R KNOX T KRN ( BP KNAT2 %)
S R T v A v KR IS R R T R
JRIET B4y SR Rl B - IR B e o B )
T T AR 1 S PR R TR P 3R DR 2 1) B AR LS A
FH, AL 45 AST FT AS2 X WAk i & 4%, —
D71, AST/AS2 Hfl AS1 E s AL N 3 T X
SR I A R i T B M S R ARF3, [ Bt i mT L
1175 5 miR390 Fl tasiR-ARF [A] 422 417 ] ETT/ARF3
1 ARF4 ' as 1 as2 57 A v iy 35 T b 1 G it
3L H ETT/ARF3 . KAN2 . YABS (1) % 5% 7K - W i T
Fo , T O T A P S S BE IR HD-ZIP 1 ()55 5K P
A Ak, AS1/AS2 K A& i 1y B3 [5] #10 ] ARFs
FIKNOX I # ARFs % #2575 i W 1k & 5%
&9, % — )7 Ifi, HD-ZIPIIIs 11 AS1/AS2 /2 Ji§ Ifi
B g R -, AS1/AS2 42 i HD-ZIPIIIs [ 3R 35,
KANADIs fll YABBYs & 75 1 # P 56 5 o 5 (K -+,
KANADIs 1% YABBYs B2k, [, 5 i # 7
F KANADIs ( KAN1 fil KAN2 ) B3] AS2
235, HETI A HE A 25900 ( Abaxial ) & 75 3,
S, Ik R AR T R T R TR R T A P
L[] T e
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BE 1] RDR6-SGS3-AGO7 i I, 5 5 % I /K
RDRG6-SGS3-AGO7 & i w0l . 1T RDR6-SGS3-
AGO7 WS 5T ta-siRNA /- FAYFEHRTUER, 1 ta-
siRNA T Jii# 1 3% K AT RE VA ¥k i IR S e, [
I, AS1/AS2 11 & A5 VK] B[] 42 b 7 4% /]y RNA
VAR B TS L

7381, miRNAs [A]42 8 45 22 A B PR 52 i it
BHER. FHIGEE W 21 miRNAs 16,
41 miR156 . miR160 . miR164 . miR165/miR166 £
miR390 257 ARF10 . ARF16 1l ARF17 & miR160
EEEL DA, AR e R o0 A A 2R A AR K R s
RIS PR I e B 6 T T30, 22 3% miR160 Sk 1) 46
ARF10 55, ARF17 B[R ) UL g v 7 Sk DR ke 222 300 18
RS A AL HE T R R B SR, LA B n)
o AR R R U R Y 3 A, X 2 B miR160 FI
ARFs J& M F 2 B e B I . L4k, miR165/166
P 5 2 3 SAM R E HE AGO10 RE 55 1 I
miR165/166 7K, TR 4T HD-ZIP 111 %% S AN
Ffit. AGO10 5 AGO1 3% 4+, ¥ miR165/166 fill 4%,

Leave Development
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IAA3/SHY2. SAUR of auxin
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I) R 2 18 e R e AR AR 15, T T e e Ak T e A
agl0 G PR N S BUE 4 T i 56 28 JE T J '
miR160 F1 miR165/166 =[] (/) A1 B/ FH 38 i 3 36
LEC2 /- AR K Z AR & A i 4e, 4 1 R 41 g e
ok A, BT AR RE R ARFs Fl HD-ZIP Ills
A B3 1 7 S SR AE I AH ELAE T, #E— 259835 LEC2
2352, HD-ZIP I % 1 % 6 i PHV . ARF10/
ARF16 ¥ LEC2 Fik, M5 T B K R A &
B LA B T B, e & 5] & -3- 1R
(IAA) BRI st % B E T 56 T miR160-
ARF .miR165/166-HDZIP III 5 15 W] 4 il 4 41 g
ARG K HE o3 A A AR R A G 10 T A D
TCP3 B 3475 miR164 . AS1 . IAA3/SHY2 . SAUR
FEIR L HEAN TR FEEMH CUC FE A5, M50
B2 A A SR AT ALy A7

gig LY Bk B S F LRI ST, 4
il 7 ASVAS2 Z S54RI i & B 40 F IR M 4
P fRT (B 2), — 2/ RNAs  FE R g 4 i &
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