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M AERER BT T 40 LA [R5 5 B = 18] /9 P [
PR B 1Cb)) 1~ 48 i T A 14 3 ol 26 B8 Bk o 1 4
A B B 7R T 40 M PR B b A0 15 5l B R AE OC
F ik ) WUSCHEL (WUS) 3 I 5 T 40 M 3%
CLAVATA (CLV) Z [a1 & Bt J 5t 8 55 26, B
WUS B R IK 5 s 1 H T 40 i & & T 40 i JF
FE WAL ST CLVS LRI 3k, CLVS &N X 4
L RAN ] WUS JE R ) Rk, i 0B il T 8 & 15
=7y R L A fF S B e e s R
(cytokinin, CK) . ] DA% 3 1) /v RN As H1 3¢ W itk 1%
P R, e A HRAE T T 31X 45 0% 5 30 3% ok 52 300 0T+ 4 i
A A . 5 WUS-CLV M 47 #) SHOOT-
MERISTEMLESS (STM) {5 *5 il i v LL# 1 T 41 Jig
(53 AL A2 HE PZ 241 ML AE TR W28 1 i B i A 43 2L

1 WUS-CLV fa R1&iE IR

WUS 5 [H 2 i A8 ) vh e A 1 ] 5 S5 280 5 S A 1
(transcription factor, TF), B & WUSCHEL-related
homeobox (WOX ) He PR G % (19 S At i 511 . WUS 1y %
LG T HEAR Y 16 40 A i 191, 26 35 9 B A7 T B iR T00
TP 4 S, I LR 00 40 S 1 b 2 A7 0
] 58 ] 53 34 WUS 1) 3R 38 X 0E # T % 33k SAM
v e B B WUS 78 OC 265k 48 5 20 A= 41 41 (in-
florescence meristem, IM) Hf WUS % 35 X 35 [6] B 11
—FE SR FE TE 4 4B 4 4 (floral meristem, FM) H1
WUS k4 E&E L3, Uil SAM 5 FM Y 41 41
XA E 2 7Y wous S8 AR PR TE B I 0 26 0L B
Az B THCR ) SAML, FF HL7E 1 40 X3l HH 0 — 8 e
E 2R AN, 75 TM rp ot 36 80 8] B A dole s, 3 1
WUS W] DARH 1k T 40 /) 44 7 3 3k WUS i
AT E SAM 8K 38 1] LU 5 55 00 T 4 i =, %
B WUS A] DAY S 40 1 J e

CLV3 LN 4ifs BA7 96 MR E A HE T
32 4~ CLV3/EMBRYO SURROUNDING REGION
(CLE) & AR W — 0B N im A 18 MR K
BE WA 5 BT C 3 & A — AN R Al CLE S8 7% 8 11 AH
WU 14 D IERR K B 19 CLE 1457 45 #4358 , 1t 25 # 5%
T BRI J5 I TR 9 R NS F £ Bk CLEp (CLE
peptide) ' L Hifth CLE B AE CLV3 J& 3 11
fBEh F Ik T A LR B clo3 9828 K 1 AL, 3% £ B
CLV3 55X CLE JHAEDIRE L ITR" AERY)
i CLV3 iR 4 5 E Arg™ 5 His® 80 Arg”
55 His™ {57 o5 Ah 38 35 40 B A1 K gt A i 55 0 A% B A

12 8% 13 MR R K JE 1 CLEp™* 4 CLEp # Pro’
IR T B — 0 & A B IR AR R 3 S A B Ak 1
(5 L A A T BB T A BR B CL V3 1 Rk B K
FE SAM 0 vty Ji B2 25 449 o 1 X3 R A4 5+ 40 il — 3%
KR TE L3 3Ri8 CLV3 B4 M % =t B /0T L1, B LA
TEREZ T A0 B0 A S L CLV3 1Y 238 X I R 5¢
25 A T 40 M BT AE X B clo3 SEAR AR SAM Fil FM
KL R L A UM b e AR T 2 AL XU
Bl CLV3 X T 200 i i 24 e e 0 o8 4 P .

9% & IAE clo3 W SAM 8 K& T WUS %3k
DI AT E ) s A s L 7 5 ik CLVS B S il
WUS Bk, H R wues By FAE2Y 55—,
TE wus W1 CLV3 RiKIE % M1 i & ik WUS B,
CLV3 ik Xy #5317 — A 55 90 il
L B WUS #E OC 3Rk 5 g I dF 1 J7 #8248 4i
R T AR, T A e ik CLV3 i i CLV3 XAl il
WUS 2356 HARFR 78 & YK IEFa € 76 OC, i 1 ix
Fofr o7 2L 5 T 48 B 0% 30 2515 (I 1(b)).

ST TR S AR (R 5% SE Ak B A WUS-CLV I 5t
Wi R T N RS I B R AL R IR
FE i A b 1) B, A T 48 L 2 257 5 19 5 b CLV3 AN
WUS %t H i B & 7B AL i, Reddy 267 #l
Yadav &&% 43 Gl 4 2005 4FF1 2010 4R 38 T 5 5 1
TUBR B I 22 38 i R 5 25 2R Bk B 2 Ak 1 45 2R B oY e R
CLV3 Ry Ifg By 1k 548 CZ B PZ T 40 g 1Y 1 41 i
JI 53 Ak BB BT 40 B, O EL @ S Sl PZ 4 B A A
24 5y B4 R AE R SAM [ K /N 51 WUS 78 CZ it
FEIR U REAR HE A PZ A1 M 5% Ak n Ry T 4 i, 48 &5 PZ
M0 A 22 5y B4R IR PZ A2 5 404k AR
B R r e e . CL V3 Fi WUS 3% F X 7 i
BLHIFE PZ 5 CZ 41/ A B 5% 4k . PZ 40 1) 43 %4 3
HH PZ AR oA L B 3X 3 AN 2 T 4k SAM /1 3]
B, B S X H AR TAEAS BT 2 F K F Y
FE. Yadav 507 3E B K 4 22 WUS #8006 19 56 B e
SAM Ky CZ 23k, 5z WUS 061 i R 3643 3L F 1 PZ
Fik, 0z WUS #1135 P o AR 22 2 41 20F 200 i 23 1)
ek A E & HGE A 37 A AL G TR AR M
SE KAy Ak R AR B 3 B KANADIT  KANADIZ2 |
ASYMMETRIC LEAVES 2(AS2)#l YABBYS3 , L\ } 7
PZ 5 RZ Fik i ] 68X+ 40 il v iz 1k K IM T 40 Jifd
sy 4k & E M B KNATI/BREVIPEDICELLUS
(BP).BLH5 .BHLH093 FIANAC083.WUS X}t
G AR e S TR B A iAE F R H 2 5 48R SAM R e
() — AT E 5 1. 5 2 24 L. Busch 6% 38 1 R W] 3%
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Fig. 1 The shoot apical meristem and its maintenancepathway

fE75 5N R Cwus NI R I F Ik WUS (1 3 3%
DA RO AT IR 1S 00T . & B2 WUS Wi 7 1) 35 [ A
667 2 2 bifi J5 AE 4 3k R 41 7K S 84T WUS B ChIP-
chip SE50, £ WUS 1] DL 245 A 76 118 MRS H
MEE T+ LM XSG 20 HEEAN R L2

MR ITHS S, XN 32 4 CK, ’_ZEJLQ?
(auxin) . K # R (jasmonate) JLFM I E(E S &L LI X
KA R AR AR e R R

FE WUS X F 4 i /) e s J5 |, Yadav 257
KB WUS A AT LR 2h ) 1+ 4 i X 8 80 CLV3
) 3k AE AT B ST L IM H Y eGFP-WUS il &
H(pWUS :eGFP-WUS) °] IP 8 ZE L1, 1 H mRNA
159878 OC, 3 H pWUS : e GFP-WUS 0] LI & wus ;
MILZ T,2X eGFP-WUS (3 hn & 11 19 K /) 5 %
NLS-eGFP-WUS % 1 CKt @il & 85 1 #1471 5€ 1) 78
IM RS sl R wus 199K 52 A8 s ) BH 2080 55 5 TIE
Bl WUS B B sl IF X F B s b SAM 1) 48 88 &
EEEAEM MG AE T WUS %318 CZ lF & H
e 5 CLV3 Jash v 45 & s gh H 3Rk (H A5
R, WUS & A7 FM 19 % 3h 1k 1 & B 4,
eGFP-WUS, 2 X eGFP-WUS Ml NLS-eGFP-WUS %&
FAE FM k& R WIS AEAE L1 A6 I 2, i 75 J5 ) 2 X
eGFP-WUS #l NLS-eGFP-WUS W 5 fii T OC™", %}
T eGFP-WUS # 1] g8 7= 4 (1% f 2% , Daum %" %
PEL L2 Ik — L HIA T N IR WUS B
vk, FEVE ML T WUS 3% F 240 i 5 40 i 18] 59 5% 3h
o 2 Bl TR A M VA 38 B 94 G ) 3 22 (plas-

modesmata, PD) , 7E T 40 )il X 3815 5 M R 5 BFHIK R &
G R R I S5 & B I 7T AR PD JE] Bl 3 R B S5k fifi
20 BE i RS T U /N PD Y LA I s 5 T RED L A2
WUS JR 81 T ik i) WUS-linker-GFP il 5 2 A A fiE
Bsh®) L1 3¢ B 400 1 3504k WUS 2 A 19 [ J5 5
28 ¥ 38, Chomeodomain, HD) % H 8% sh 5 & #E4/E A
1M HD 5 WUS-Box Zij g3l = ] iy JE A 57 X 30 H 88
Sk B AR R X R OR R I3 R) A A AR PR IR
WUS [1] | 2 HE B 3 i A& ) SAM Ak [ X 35 iF
M55 T8 BT 40 M5 ik A0 38 & 3 AR O/ <7 X8RN &
WUS JE W AL HEM WUS 59— B AL AT X H A% 3)
AR S B AR R STM & (W5 X
STM {5 5 & &) K # T PD M % 3h 75 2 4 7 1F 1A
CCT8 WS 5 RN AE cct8 AR WUS 9% 3))
IR Z B 6B Xk S G HE R 1 B B AL O A
B g

CLV3 X WUS % J it % 35 of % th, il m
CLV3p 4w X3l ] & 5 # 5l 1 2 Fh s % e &R
& ¥ 5 (leucine-rich repeat, LRR) [t 32 {4 322 Wt AT
M OC 4k WUS B35 (B 1(h) X 37
h s 1 Fht & CLVL.CLVI 4if% LRR 324K 5 , H
FEAE RZ Fi5 WA B OC il CZ /Y L3P, Eﬁﬁ
HFEIEN] CLV3p A] L H #2456 75 CLV1 ) LRR 4
Fa it 2 B clol RRBITL L clv3 551 £ ’Jaml_ﬁ“
M4 5K & BARELY ANY MERISTEM 1,2 13
(BAMI ,2 F13) 3K 2 5. BAM 5&H 4 i 2 A
LRR T G845 #6351 32 VR B, SR i D fig 5 CLVI R
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WA B s baml bam?2 bam3 = R K F SAM B g 48
ANEST E A BLR i T CLVI ZERTE RZ (235 M
M6 BAM JERAE I X 38 19 2235524 CLVI RN %
AR, BAM PR HE RZ W22 15 T 40 ) SAM 1 3~
i, AT DA SR RR B Al Lol SR R R AVELES T clol
baml bam?2 bam3 DY %S A% K 35 AU I 35 380 0 019 i R 08T
2 FhAZ K& CLV2-CORYNE (CRN) & & ¥ 3% 4.
CLV2 H 2 LRR A2 /K /Y 5 B 2 1 H HOR 2 4 Al
PN B O D RE B ; CRN LA 280 T CLVI Y 5 I 22 54
iR/ 3 S R T % P (L dgle /0 40 i Ah LRR ZhRE 07,
HY5 CLV2 Bl = IE — R & M7 T CLV1 /R
CLV3p (5 —=Z K SR Nimchuk 2552 % 3 CRN
EN AR A SR Y R Y Ve e k7 AR PR
fiti (pseudokinases) » I A 4K 5 3% il 1 P . 10 2 8 AT
R AE L% 3 Fh % K & RECEPTOR-LIKE
PROTEIN KINASE 2 (RPK2).rpk2 W B A T
clol 5 clv2 B HMSSET MY #, It H clol
clv2 rpk2 ZRAREFRIE I T clo3 , Ui RPK2
fE CLV3 F 3015 5 38 i b & #2 B AR HIE S s
F CLV1 5 CLV2-CRN A2kl

LRR ZZ R 2 W8 A, 2 B2 32 20k A T 48 A 43
WHBLAR CLV3p J& W A5 5 1% 5 2E A 40 i P4 &6
— H PRI R E A Bl X — fE AL 7E £ K (zea
mays) W A & BF 5% b3k BT F R, £ K
COMPACT PLANT 2 (CT2) 3 [H 4 it 5 J5 = B &
GTP Z5BH M o WA, B LLE 45 A R0
7R 152 /& FASCIATED EAR(FEA, CLV2 1 [R5
FED.FHE=RIK GTP &5 AEHZE S ZHE R M
HEAHFTES SN FH L EEHREZ 7T EE
B A P WSCTC R g L A TR K B B AR R — N R
(5 5% 32 1k FEA Bt 2 L. £ oK ce2 AR D
SAM £ R FEIIR IF o clo RASRIEM,, H CLV3p &b
PHIEF A= RS 25 03 SAM A K AR B 22 PR 25 R
AL A5 S Fh I A% b B A PN S i 2 S ] 4 i
WUS 351 53 FHLEI % R 5%

CLV3p Xf WUS By il /5 A7 2 — AP, Ry
R CLV3p B UAE L1 5838 CLV3 #8458 4
i WUS B9 3A, I wus B9 220 FE 3% A
[ ERAFAE 2 RS2 A9 . 1) CLV A2 R i B4 4%
A Bt CLV3p i HORGE#E A WUS Ry 3k X 3R OC.
X AR R ST 7E X CLV3-GFP il 4 2 1 0 W85 % 31
H RSB M08 s, mi AR A 1) 1E T 7 OC B gh, It
HAEX A B CLV2 288 CLV1 DU & HR e
PE LB S B BF 28 IE S CLV3p A KA B #4548 CLVI W

TR — AN 2y CLVI B A 1R T CLV3p
) 75 B P A AR X B R, CLV 7E clo3 R T T
M R AS B AL, 24 CLV3p fEFERT, CLVI # 5%
15 7V A P R AR L CLV3p MR e E T CLVI Y
LT E T 55 W% S0 36 e m] DL R Sk A 4
SAM 7K 5 CLV3 ik /K 10 £ LA #9728 4 i) 5 A
5| R A AR TN WUS 2R3k 7K - S B AR fe A5 )
PR IEAN  WUS A Bt ] DUE s 90 CLVI (335
HEMTREAR CLV3p W40 808 647 [ R, i B4 A
£ CLVI Ja 8)F [ BB 5% Sk iR 7 £ 600 bp (4 {37 & 1fif
M CLVI 12385 4, CLV {5 %5 8 I T i 77 76
POLTERGEIST ( POL) Ml POLTERGEIST-LIKEI
(PLLD R, AR LR #F WUS /9 5%, 1 H X 32
CLV {55 W igml s POL F1 PLL1 4##% 2C B4R
B R il T AE D RE 0T Ay, vT DL i 2 B Ak
7T 20 RS Y N 2 T 1T CL VS B JLFP A2 K 2K 1t
EAER A R 1 S S el (11 B R Y S o o 1]
P WUS-CLV {5 5 [ 19 2h 25 -0

2 CKIE5EK

TE SAM & ) CK I %A W, B 2 CK
T W B 3OS AR KR LONGLYGUY (LOG )P 9 i
CK 3% i , HAEFH F CK g B i a — 24 . ok
OIS A% e 78 A A I M B LR (T 1(b)) . LOG
FE SAM Y f% T0 2~ 3 2 4 335 . f 3 1 40 i IX 35K
IKFE log 788 FFE KW SAM (R B /)N . 78 A 5 AR
K B rp A B 19 53 3O0F HIE U 2 8 i 46, K &
BRLAETY FEMEE ST 9 A LOG A IR H , Ho
LOG7 Xf SAM [ 4 £ 51 Wk & K7, 5 b
Chickarmane 2% %l LOG4 #£ SAM ) L1 ik,
LOG 7E SAM Titsi 3k , 3% gl i A 16 M ny CK AT
20 i X 3 1) R PR RZ I M X a) I B — 4 e
JE X T OC H 40 8 A0 4 35 K AR 7 R IR S
A EEAEN.

£ OC H . WUS it 5 CK MIhEA & B% 1
BRGE WL S GFP RS B CK E N K+ TCP (1)
F2ik, B OC J&= SAM h CK i 17 [X 4. CK 52 & ARA-
BIDOPSIS HISTIDINE KINASE 4 (AHK4)/
WOODENLEG 13357 i %4> OC, 721X B AHK4 75
S WUS ik IF H A6 WUS 35PN CLVI 3
KUY WUS AT L B2 30 40 9 Y CK B i 45 [
ARR7 F1 ARRI5 33K B&(K ARR7 Fl ARRI5 )ik
K2 SAM B K, 13 Rk ARR7 B 23 wus 1R
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RIS ] i, 32 A KR 0TS i AUXIN RESPONSE
FACTOR 5/MONOPTEROUS (ARF5/MP) %% 3 A ¥
WL M ARR7 Fl ARRIS #9355l 1k 7E OC
T R KT CK e B, 1 % IR AR 8 T WUS 1 3%
ik, WUS X4#l ARR7 Fl ARRI5 (35k, T &0 gt
B — AN IE R R R 2 (- 1(b). B 4h HE RZ A7 1E
CK F&fi#ME CYTOKININ OXIDASES 3(CKX3) %k
VA CK 1y K F00 iz . WUS S T 41BN CK
M55 15 T8 42 . OC 4 e SAM H iU 5 CK
{59 Xk — P18 7 WUS B3R k.

3 TFAI#&BAY/IN RNAs

HOMEODOMAIN-LEUCINE ZIPPER [l ( HD-
ZIPII 75 R (0 358 43 Ty e S 18 45 R i T 8 =X & A
R IG % & B3 SAM AT W5 76 8L e T A7 7E 5
A HD-ZIPll % W, 4r %] &2 PHABULOSA
(PHB)"™ .PHAVOLUTA (PHV)" _REVOLUTA
(REC). ARABIDOPSIS HOMEOBOX GENE 8
(ATHBS8 ) M1 ATHBI5/CORONA ( CNA '™,
HD-ZIP [Il M 58725 25 580 SAM 28 11000 i 4
e H AR AT L S 8 SAM 1 ka8 # SAM 54z
A RS A I AT R HD -Z1P[I] 3R 5 AE
5 SAM Jr Y 4y F L B AE HD -ZIP Il 52 A&
B Z ARG /N RNAs B9 #, fE SAM h 35
S microRNA165/166 Ft #I JE PR

MicroRNA165/166 X HD -ZIP [[] 3£ 1) o 5 52
ARGONAUTEIL (AGO1) 5 ZWILLE (ZLL)/PIN-
HEAD (PNH)/AGO10"% 1) K5 # i . ARGO-
NAUTE % H /& RNA UL 2R & & 7K iy 56 i W 7.
AGO1 5 AGO10 H [ 7 FI AR AR i, b A4 2
ANEEMIEEX L PAZ 5 MID, 1fi H PAZ T g nJ
PATE 2 A8 ) B4, {H R B AT Y 2 g 402 AR A S
B9 microRNA165/166 £ AGO1 B 4+ & F F% i
SAM Ht HD-ZIPIl 3£ H ) mRNA, {ff H 3 5 KFF
B# ;1M microRNA165/166 5 AGO10 ¥ R 1454 )5
AGO10 A 25 K #5 H A A0 B A 15 Ve s A Ak 52 55 9E 1]
AGO10 5 microRNA165/166 Hy %45 & € 1 9 T
AGO1, fif Lh AGO10 1y T fig st J2 Ut Bk 4K 1 micro
RNA165/166, fff L A 65 AGO1 45 &, M ifi
HD-ZIP [l % F i #35 K L microRNA165/166
5T R 2T — B O O, L B R 1) AN [ Y
V000 717 A 38 4B K AH 2 9 8RB 1 (b)) FE =LL/ pnh/
agol0 RAFRPRILM MG K F G SAM A aedE+f

(K2 H, 4> F K F | microRNA165/166 F FF, HD -
ZIPII B R (4 5 5 AR B 5 i 48 SAM 38 m HD -
ZIP I Y 2 35 7K F 303 B AR microRNA165/166
B9 7K S BE 3R] LS 93 K B i1/ pnh /agol0 B S H
FeHL,

IR microRNA165/166 FiGEHH A 9 4
RO MLATT T 5 A 7E R B b i 2R A AR SR R R S
HBAE VR iy 23 A4 A Bl X 38 22 350 . MlicroRNA165/166
FENERG i B R 3h 1 L o B B A o A TR A IR
F PHB mRNA fie 2 i H HULE IR i b e i T3 5%
B AGOL0 BN TE 28 SAM B JRIE il 2 Ak 3k
AIREIE 2 AGOI0 13X B ik 810 SAM 2 it
T— 2R, 8T 50 2 microRNA165/166 i
SAM J5 34 37 T8 s IR AW K BAAE OC IE T 7 i
Ye 45 YUK IR KK AGO10 AT LUK 2 H e AR IR 1 %
T3 B x A4S X 8 xF T OSAM B 4k 1 B B
PR

5 microRNA165/166 ikt LA A & pY 2
microRNA394 ,7E IR G BF W1 B ALFE SAM 1 L1 48 5%
PEF 3K . MicroRNA394 B A B3, i 8 17 SAM
P18 DA T 8 1 48 L 44 R AE R o AR S X CLVS 7
CZ Fik K ¥ HEAETH (E 1(h)). MicroRNA394 fy #
% W & LEAF CURLING RESPONSIVENESS
(LCR) , H.4w 15 19 F-Box £& 1 /2 T 4l g 417 &1 K+, ]
PAFAERKZMESEEIFRETHREF ™ RE
microRNA3947E L1 £ik A L1 FATEEMIEH,
B Knauer 57730 microRNA394 43 Fh 3¢ ik #1
HEAE F O 30 J2 - 40 M 7 28 5 40 A oy 24 0 2B K
AL T SAM By, HAE LT LOG.

4 RUBEEFER

FWIAL I G B F87E DNA JF 91 B A B8 115 i
L R AR AT L AT a5 A 1 Bl AR AR A I AR K
=Bk L A OF 7 S RN R Y IV 5SS e
PR R MY L DR 2 2 JE D IR R ) I B B 1 T
Jet B A L DT 5 | 7 2 35 1% R 42 G S R R 2 A
8 R /INVAR AL e ATP AR 0 1) Y o 5 J 9 AL B (1B
i & DNA FIEAETY B ATxE SAM () 4 45 4 FH 5 1 2
SRR WUS Je DR 5 s )8 45K 52 B

S5 /MER AR PA 2 i LRSFREA
CHROMATIN ASSEMBLY FACTOR 1 (CAF-1) FI
NUCLEOSOME ASSEMBLY PROTEIN 1(NAP1), &
15 WA SR 4126 1 H3/Ha WA H2A/H2B W44
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M NETY FASCIATA 1 (FASI) #l FAS2 4 1
CAF-1 TEHE AN 2 A0, ET#E SAM i
JRFEEHRIB TR fasl 5 fas2 H SAM 245 i P HE K,
WUS 12 35 X380 B 9780 Ui 1 CAF-1 a] LU 4l
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growth to a shoot-like indeterminate growth associated

Research Progresses of the Regulatory Mechanism of
the Shoot Apical Stem Cell in Arabidopsis

CUI Yuchao,CHEN Liang”

(Xiamen Key Laboratory for Plant Genetics,School of Life Sciences,Xiamen University, Xiamen 361102, China)

Abstract : The shoot apical stem cell is a pool of pluripotent cell in the apex of the plant, which is the source of the whole parts above
the ground.The stem cell divides to produce two daughter cells.One can renew itself,and the other can form the organ promordia for
proliferation. At last the stem cell stablizes in homeostasis, which can maintain plant development even up to a thousand years.
Modern molecular biology and genetics have indicated that the homeostasis is regulated exactly by various factors from stem cell
niche. The key pathway among the network is the negative feedback loop between the WUSCHEL (WUS) gene and the CLAVATA
(CLV) gene.Other biological factors,such as cytokinin, the moved small RNAs and the epigenetics effects,play a role on this loop
eventually.Besides,the SHOOTMERISTEMLESS (STM) signaling pathway, which is parallel to the WUS-CLV loop,plays a posi-
tive role in stem cell maintenance. This article mainly reviewed the latest research progresses on the molecular mechanism of stem
cell maintenance in model plant Arabidopsis.
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