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Advance in stomatal development mechanism

and its regulation of external and internal cues
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Shanghai Natural History Museum, Shanghai Science & Technology Museum, Shanghai 200041, China)

Abstract: Stomata play important roles in regulating gas and water exchange between plants and the environment,
which determine transpiration and photosynthesis. In the process of evolution, land plants have adapted to
environmental changes by regulating stomatal behavior and development. Stomatal patterning and development
varies among diverse plant groups, while all the forming processes are mediated by series of signaling network.
Studies on the mechanism underlying stomatal development have attracted wide academic attention in recent years.
In this paper, we discuss how transcriptional factors, peptides, environmental cues and hormones affect stomatal
development, so as to provide foundation of scientific research in revealing plant adaptive mechanisms to
environmental changes at a molecular level.
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FRAEY ) SAL AT RA R, A H A0 L #0E
& “ B4 it 1] B2 ) (one cell spacing)”, BIAFAA] i
ANRALZ A E D [ Rg— AR LR i e 2 B,
EX T AL S R4 s e s e B
e P,

SALIE B2 Z I 5 YR T, 2 —
AN AE TR U GC RN PR 8 A AR A A%
P SRS B Y ARk C A NTTITE ot | e e A e
i), kMR A& VR K 73 5Ok R sh &
ol B, KEBFFCER, T8, CO, IKEE. Jeig,
T AEPE (0T AR AR R B
RERW BEREE . DNERE., MEBREA. JLT RM
FERER OR 155 ) MPAEKER. iR W
VIR (ABA). iy 5 R (GAs). KR KA,
DL WSS R R T LR S fLissh Y. ey s
AW X FLiE s R E A 2R H GC W
BIRNME S MG S, BRI, 5542
IME TR RAEN FEAH H,0,. HS. NO. &5
Z TR B I B (mitogen-activated protein kinase,
MAPKs), Zifu& 28, EABE. ZEaBRE. G
BH. CAM, K’ fl Ca® 2 2, S 1Lizshfs 5@
PR IR S N ELEE G B EEOE . OR B AH I
OSTI ff1if 1k ROS A NO [ & /& FE i pH {E
T, Ca™ IR AR A Ca™ PR & (A B IR
b0 2 B R 4K DL K MAPK. (173850305 0 241 Jf i 248 1) 2

éﬂ% [12,25:26]

FEB RIS S sh A e 2
PR IYIIE AN BT AR A (A5, R AR L T S
KB REBEWE K LR RILVEE. TER, b
FRRALRBETEBI RN, ORIk
YRRV ALK & ZBPAE TR, et
BRI AL A SLIE B (A SR AR
AL R A EE ) SRR CO, IR 2
BRI 55 5 5 IEAH G B0 SRR IR A T8
PR TSR A ARSI AL
KA R TER P BREEE T SRR AL
KEREABAAAEEAE, WL 5w LU
ABA FIACH, T ABA AT LA 5 LT AR EE I <
fLIRE. BEURSLRE IE 55 s DA 5
TR RS LR B E TR WESER, &
AR 7R AL ISR SARAZ AL 1 0 5 [ A5t 3R Bl R
AR K -

1 SA%ErERIE

XTALFE 7+ ALK AR TT (B 1) K
W, AALEVE TR R . 0L EE 4l )
U J 2 R A EE B B oy R Re ) e A A o A A 2B
41 g (meristemoid mother cell, MMC), & 5 MMC
AT —IRAKFR 2L, P2 — AN AR 2340
Jil (meristemoid cell, MC) Al — /< L & & fith 41 iy
(stomatal lineage ground cell, SLGC). 7E£JJj 0~2 IX
AP 25, MC JE R EEA I (guard mother
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cell, GMC), GMC # i #AT — IRATFR 73 24T B A
= ERELI GC, GC A = 1a B o <L B —
L8 SLGCs # J&5 T B ~F-4i i, 5 fb— L8380 DL 4y
R PR AR HL G, Fm B OB s <L
R B BHTIAAL, RS ALR B IEE « S
ATy B2,
2 SAAEWNESEE
2.1 HREFHSRILLERIEE

LR B IR, BIEMEE - 34 - 122 (basic
helix-loop-helix, bHLH) #4355 [K] 1 /& 3% B 354 i B,
SR BRSE DR EENRILR, Hid 2y
Az H ZAREAN B8 T AN R o 347 A — AN BRI B 3R
T RE ST AR FRE N = AT R A (meri-
stemoid cell 1, M1) Fl A F 5 K 1 ML 4E 24 2 (neigh-
bouring cell, NC). £ 4L B 7+ 1, bHLH %% 5% [X +
SPECHLESS(SPCH) 1#& tbid #2. spch RAZRAGE
g 7 A TR B RAL, R s KF- SPCH,  1E [n]ifd
5 J5 3 {2 41 1) MMC #6787 MMC AT M )
ARFR 2 RE R, B T ¥ sk K ¥ SPCH, ik 75 %
— MEVFE SRS B BASL 25, BASL fig
5 MAPK 24150 i 0E I 045 5l i, 8t 5
M) £ L A A T 4% T B F AN K Bk o S R B B
AR PO A AH 2R R AN KR 53 288 AU 4 A 4 2R 20
2(meristemoid cell 2, M2) I NC, M2 FiE4T A X Fx
I Z4TE AL 4 AR H R 41 Y. 3(meristemoid cell 3, M3)
AINC, M3 754 B 1) 5 A0 AT A8 R 28 0 3 [R1/E A
TR GMCPT, BF s R, it FE 52 bHLH # 5%
[A MUTE frifif=. 1K N MUTE 52K 1) 5848
B FIEF TR, mute FRATARI JFZE B 41 i B4R
REfE . MMC AR R o AR 21, SR TS
PR 1~3 AT ML, AR MC IR 4>
ZARBULF] 3~6 IR, 10 H. mute FAEARGER <AL,
HMEHEEERIH RN BEMAF WK, X6
SE R AR FLBIER S T AR A B SRS
e, drmisgmEEYCEERMZEBER. 5t
FHIR, MUTE i RIEEKIE B LR AR £,
XA 3 — 25 Ui B 3 5 R MUTE 78S L TE i 72
o B OB AR X R 2 B AR 1 MC ] GMC 4k
1R B S LI R 35 =20 & GMC 347 %Rk 43
PR AR, KN EA—8U GC, W3 &
ALY, ST FAMA SRR, FAMA (15
WO R AL RS TR 3B FAMA A
XA GMC ¥4k B GC X AR/ e EE/EH, 1

HAML T GC et ™ R,Ry MYB #5%[X ¥ FLP il
MYBSS [{jik s th 2 54m1 GMC £ GC [l . H
BT TE A, i o S A6 1 2 9 s B 1(cyclin-
dependent kinase B1;1, CDKBI1;1) 1 i ] & [ A2
(cyclin A2, CYCA2) J& FLP 1 MYBSS ] T i &
. cdkbl 1 cycA2;2 cycA2;3 cycA2;4 VU FTAFK
cycA2;2 cycA2;3 cycA2;4 = EFRAKE T 21 GC,
XM CDKBI;1 5 CYCA2 B Z it [A ] GMC
(AL W90, sk, BFFTIE & B SPCH. MUTE Al
FAMA % 536 R F-1E S ALY OS2 o kR 5k R 75
YER, T 2@ 5 55 40 1) % 5% 81 4 ICE1/SCRM,
SCRM2 245 & ki AL ik ¥, R A2
2R serm scrm2 UG AN speh FEAFR )2 TR
[, H SCRM B¢ SCRM2 [¥) i 5 R AR Y fama F
mute TIPSR A AN RS, 1 scrm-D A=
HMZMAIL, 5 MUTE dRIARMRE HU R ©2,
22 ESHXISILAEREE

ALK EESF PR a RRE 7, R AT P
MNRALE D 2P — A AERAL IR KA M 1 R S T R
TFo HETRILS RN A G H <LK B E B
4 TOO MANY MOUTHS(TMM). ERECTA(ER).
ERECTA-LIKE 1(ERL1). ERL2, STOMATAL
DENSITY AND DISTRIBUTION 1(SDD1) 4} YODA
(YDA) &, BfMfESSLK B ka2 0 EE
MAYERH . TMM AUAES AL R KB It — A 244K
BUEH, ZEANIREEDSILKE, =AM
M 25 R ok 3 BUR RE i S AT (s 5 B (HE,
TMM 1] LAY ERECTA 32 AL (ER. ER1,
ER2) 454, JL[A ZE ot LR B A ™. mm
A1 erecta Y B T FRAZAR KT | T2 GBSO <AL, 38
7R E BE A 7, kB TMM A ERECTA
FFARILE R T SO ER B B iR
e T JLASFISZ R 25 6 i S ALK B K2R e
e, xR LR B A U 4E A ) EPIDERMAL
PATTERNING FACTOR 1(EPF1)"’, EPIDERMAL
PATTERNING FACTOR 2(EPF2)"*" #1 EPIDERMAL
PATTERNING FACTOR-LIKE 6(EPFL6)/CHALLAH
(CHAL) ™, Ll J% B A5 1F 4% 1€ F 1) EPL9/STOM-
AGEN™, EPF1., EPF2 1 CHAL [ 52 14 # #t € N
ERECTA F &2 WA . thin, EPFI F%AE
A H A GMC 3R, HuTPLS ERLI 2444
4, EPFI-ERLI (45645 SLGCs A X Fx[A] b 43 4
(77 [F) A4 GMC K734k, EPFI SRR RAZRTE
BRI S AL, T EPF I R IE MK E A S ALK UE
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JE % SLGCs™. It4h, 7E SLGCs H, ERLI Al TMM
D EAR B B RO TR s B4 A 4L 4R
SLGCs 352 EPF1 £, SLGCs H1f#] ERL1 AJ LLiH 5
K E G 0L 53 A 2H 2R 4 MO R s 1) EPFL, iXFh EPF1-
ERL1 5570 WAME 5 1 8 T A X Rk 18] B 20 224 160 7 1+,
7] ISP EPF1 [ 5% 43 W {5 5t PR ) 1 400 23 A= 20 21
EPF1-ERL1 [ 43 A {5 5 1 0 3% 4 BV 78 MMC
MR BRI A H A, EPF2 BRI S8 T2
WEYER, H EPF2 et 5 ER SZ Ak 45 & H0 il A X FR
S EIFHIRILAR LR, DR R FRABAK epf2 1T
TE R 2 (LR AR S FLAN B TS R IS FL, T
EPF2 PR e 33 M Ak (1) 3 B2 A i ~F- 20 L 50
AT SAL, H oepf2 RAZKH EPF2 1 Rk k5
spch ZRAZRF SPCH i 3% 14 F #k & 7~ A AL 3%
R W, 5 EPFI M EPF2 3R AN[A], CHAL %K+
BAE N ARSI ZE ) N S H R R IE M AR E®
1%, H CHAL Ijfg i) 6k 2k 7] AV tmm R AL A4 A
TR ZE RS ILIORAL P mm chal IR
Y tmm erll RAZRA AP IR, BRT
CHAL %% ER FK 2R, Zid #2 [F B %2 TMM
VAU A I R T AE GC R R AR
(1) STOMAGEN (EPLY) IEVi#5S LK E, WA KN
it FRIA STOMAGEN BR S ALERIE R, HY
ERECTA F i3 N, TMM F1 YODA-MAPK HE [R5
RAAA AL R L, W0 STOMAGEN [1) %% 5%
A CARBARAE 8 B A AL T B2, WL 22 AT 7T 48
/v, STOMAGEN #J g8 3 % 2 i it 55 4+ 4 A & EPF2
5 ER Z4R% G, ] G 51N TS5 415 B
ke, MR SAL KL B . 4R1, STOMAGEN )%
PR ATE B B BFTIE KB, B SDDI 3N SRt
Bl R AR LR B g Y] et 2 5 RSB I E 5
W%, SDD1 5 TMM 1 ERECTA 5 52 AR 5l
ity 7 [7] — 38 2% h R ¥EAEH, T EPFL A0 EPF2 7
T SDD1 K4/ A B, EaFR K, sddl $L7
T RAGRE NSRBI JE R s B K&
W, AR Z M EA AN, I H MMC R 2
TE 3 IRASKTBR 4> 24 )5 1 2 B2 i M1 Bk M2 K & R
AL, BEEANRAKELE R, BE T R
MR R 7 B3, 308 SDD1 75 35 S 7125 B i 2 o
EF R .
2.3 MEKK-MEK-MAPKEERBHMSFLAEMN
E

Ak, KEMAFFIL K I, MEKK-MEK-MAPK
&5 IR LLIEAE 5K - S2AR I i A s R 1 1

EiiAES LA . B, 155 9B YDARY,
MKK4/5 F1 MPK3/6 i izt #1ill %% 5[5 -7 SPCH [ 3
PSS ALE B MR U R IR R B
— 2% BE S S B YDA-MKK7/9-MPK3/6/X 1E i %
SALMRE Y. EIXEH S5 A, YDA &
I N R g o Bl s VA I, R 9T YDA &
FI N Rk v] SFEUEDM R EJLTEE AL
FERL Y, T yda FEASAR AR IR H R B H AR
KESF, BASLEI “#FA” R, ] YDA
EARLSIKRENSOAERT ™, EGREY,
BASL & 3 Ml LL5 YDA & 1 HAE R MAPK 45
A8, LR YDA & iEt

3 SILABHEMEREE

W (WK5r. CO,v JelE. JE S ) %t
ALK E B EER ., KIS LA A
B, WEFUUE G FE T SRR AR 1) <AL
IR NEY I SAUITRE, T T R S B
T (S AL 2 R RE R R A 2 CO, iR FE KT
W AALHIAT A 520, @I EEAS [F]IEH A A)
FRA K, FP ER)SALE B CO, WL
R HAFLR A A it g 21 1, X AT B
72 KN =i BE IR CO, ] US40 4 A2 H 23 4 2,
i RS FLECH B Y SR, R KCF R CO, ik
FER] DA IS ALIF S, T m KR LR, X
FREL S HLET ARG 7 SeIR R TS
TER TR R e, SALES IR T, e
526 AF R ok . BEEGRRIIE N, AL RS
LI EE i st U AR AL
2 A — e R, OGRS TR RIS E
K, RZ, AREBSHLEAR T, BRI
AR I B WA I8 TE %€ 1, Beerling A Chaloner'® i {i
=N X I RRINER (Quercus robur) JEATHFST, 4545
BoRSALEE SRR EARE PN R
K (Zea mays) FATHFL R ILSALE B 52 2 1
K% 5 5K RMEEE U JR B, BEE R E T A AL
ERERARERN . YA EEREZSIAKRE
[PIsZIA,  FRSEIR - 2l i S FLR B s Sk R %
SALEEE, TSR R - AT s S ALK B AR IAE
AL BT TR R
3.1 RBXISFLAEREELE

SALE FER S LR BbE B R r 3 hn 23T
fikass U9, LG S REmMARILRE, HILEANL
il M AR SEATIE . A MR R R 2 A S
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5l S, At B (phytochrome B, PHYB)
e PuE SRR E N 0 S
(') PHYB M2 i 57 Hh iz B 40 A% N, TE4 A% A
PHYB 568 t4 % B A (phytochrome interacting
factors, PIFs) #HEAEH . WF9EN T2 I pifd FRAZARLE
SRR ASLIRBUT B, L HEWT PIF4 W RE 2 5
I FHAE AL %, T phy Bpif4d XUR 4K
(RIRIF 72 o0 A i3k — 25 3iE 52 PIF4 1 PHYB 3k [7] 1 9% ¢
BE&MEm FHAILEE ™. BiaREERI,
LLM- &5 #4458, B-GATA % 5K 1 7& PIF ¥ 5% K1 1)
MR, 5 5482 PIF 48 73 [F)
PN FHIEEIF N RS AL R . R
KT, oyl cry2 UGB HASFLIBECT %, ¥t
B B&AE 1R 1(cryptochrome 1, CRY 1) fIB&TE (& 2
(crypto-chrome 2, CRY?2) ELA IS LK & e ©,
copl KA A KESSUELI, 38 7L
HEZ IR “ B2 i B) v T 7, 50 B 4 B R Ol T 2
A% Al ¥ 1(constitutive photomorphogenesis 1, COP1)
FiE ALK B, AR, CoPl BERE
%% CRY Al PHYB 43 4%, H COP1 & H #ERLIH
YDA. SPCH. MUTE A FAMA 3 3% ®,
3.2 COXMS[FLABHIBILHLE

CO, IEHRIARERRET . — BN
A ILIR S CO, W Fuie ™, (HIE W5
FIHSILIEHS CO IREZ B HAEHERR ™, &
i CO, MR JE AT L3R i AL FERIK 3 R 2, (|
5RASEEAEERRZ ™. Gray & K HIGH
CARBON DIOXIDE (HIC) Z:R 4wid )5 125 CO,
W SALIE BAE 5 8K, hic TSR RERAE &
WEE CO, MRS FLE RGN . HIC 17E GC 3Rk,
TR fa e ie A & Rhg, b2 S Y44t
B JoR I IR 3 B i) KB IR DT R & B, R T HIC £
CO, W42 B AL B nfer K 4 0 TS AN WA B o 3
R, FRELNETEE 1(carbonic anhydrase 1, CAl) F1 CA4
BAIE 5 CO, IR ALK EH R, HIFEZiE
M EPF2 JERIM RIS TR SILKE, mibs CA1 Al
CA4 FF 224§ CO, [z LI AEH .

4 SHAXENEVHFRE

MY RS S5EDAEKKE 2 DU AT
2, MR EENAEKFETEHE Y. EYEEE
FRAESSAKBEMAEEEVINER, HilCEK
WEZHEYMHRZ SRR ERRELEY
o R R I G 2B S, 3R (Cucumis

sativus) N IREHES LR B BE /1R Y, T GA R
LR IR 1- SRR fe 2 8 3 R4 A v] s ) 1 4%
PR TT F IR SALRE . R MR R
HW N, HEEFELEWEYIE S RA R
WS AL R B fE, DR PR IR 1 R R 4 25 A 1
TARAAKEMEERAEERT LML EER. W
ABA 7] L@ GC R RIS fLigsh, T57
%N ABA 5RFLIEEE I T M5 S HpiE
BT LA AR K 3 S LR B IR, 78 R RS A PF
FNAEKROAESIVERK ™, gk, W3
FWEE. EKRAKFHR BRI G LR D
TR B,
4.1 GHREAEEXTSFLEZ B RIBIEHLE]

T =2 2 N fig (brassinosteroid, BR) 7E f8 #) /) 2E
Koo R B R B 15 R A Kim 2 P
H IR T BRASILK B A REEH . Bk
HAAE BR & BRI R TF R AR A, i S LA
B2 HoAiAss. 4R FHAMNE BR ABEREER, M H
ALK E Z 2N BT RN, SZAEEEA
S/ BR 15 5l it GLYCOGEN SYNTHASE KINASE
3(GSK3) 2416l ¥ BR-INSENSITIVE 2(BIN2) /i &
MAPKSs 45K S 7+ LK & . 2 BR K
SPARES, BIN2 [f35 M #3805, BIN2 @Rt YDA JF
] YDA 22 B B2 1k KW MKK4, 5[#2 T if MAPKs
TETERIED, SPCH GRS &, SAALBHWE 2. 4
BR /K, BR 52 R BIE0E TS 5@ e ot
i) BIN2 FE 1, 530 YDA FilFiiF MAPKs )3
W AALE B ZBENH B, SR, BR XA AL
VA A AL 8V v, 8 i B R e g
AT ThREAR S, WIF AR B IR P AH SURE e Pl e
TOO MANY MOUTHS (TMM) £ 3¢ ™, Nl 27 5%
7~ BRAEHH R - TSR S, FEiE
141 BIN2 %t SPCH ) % B2 14, A {2 2k SPCH 1)
WPk, WFRE GG BN RIA R
DABREWIGESIMRE, BRI IEEE
1 TMM. BR #1 TRANSPARENT TESTA GLABRA
(TTG)/bHLHs/MYBs/GLABRA2(GL2) 15 5 /%4 1)
FUERAEER Y, de Macos %5 P2 ik T — AN
(1) spch-5 R RARR, ZHRABAMAEKIES, Wil
TR R B R S AL, T PR AT S L)
e (EfFFEERE, FIASMEBR AT R E
spch-5 W SALI TR B, % 40 40 M gk — 2B R
BRI K E — R A (1) 5 5 K1 SPCH T i ) B 2
R R IE K S AL TR B
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42 FRKEZXNSFLABEREENH

AERKF R T ERIEYIEEE, WATEEY
MAEKA R EERE. HREW, JEHE iaal 55N
PR E KR A, SR EIE BIR iaal
BRI R I AR AL R B8 P, gkat, &
HHEKR A ISR M R R bdl 27 AAF Tt
55 arf5 RABHEKP I EHREE S, KR
KT B B AR NS 1 240 L E AN Ko R 0 5 1) 6 R 4 B e
R RE, (R T RALIAE RS R T AR R
SALRE R EEER P2 ANERIRE K RIE
iR 2 5 SR FLECS AL RT AR E 0 LA R K
BAIERHI, BEESTEREKRRESES
BENS TSR, KRB 7 ARFS 0 L5
STOMAGEN J& 2 7 X 3845 & F- P Fo i 5%, I
WHE SR E P teah, WRRE R, ERKEA
DL % Auxin/IAA 2 /5 B & T AEK
iR IR B B
4.3 RFERXTSFLL BRI

SR TR LE R A ) 17 480 5 B o R 5 A 28 O LR
TER o IR RI, AR AT LA f R P 400
MR ARSI R E B AR FLR I S
28 b MR R R R A 38 () B AR B R 9T T N R R
AL ECE > B A L 8L IS Atk — P 48
N, ARFRE T RILK B G T SR
ALK E . RFRAE 518 2 1 5 K R 7 MYC
Ly SFLKR B 5% K7 SPCH A EAEH, SRIl
XAALK E B o

5 HthEYNSALLEIE

HHl, ALK EVSIEX P A
TIRANWEIT, HABHEY /DS, AR
IKAE KFEMSILRBLGEIHAZE T — 2 hoE P,
Caine %5 ™ FI Chater 25 ) $575 /NS #% (Physcomitrella
patens) F'AL, HE5MEITALAILFEKH. B
TR, PpSMF1 1 PpSCRMI 1E /N1 i % S AL
F R R P 5 4R T N FAMA R ICE/SCRM ARAU
(IVEH] » PpSMF1 1 PpSCRM1 R:PRRE 3 5, 7INSF
Wi s AN RE S AL P A, Caine 25 PV iR R B
TEAUFETT epf2 RAGAA It Rk PpEPFI, SALHI5>
kg RARNKE . BHEHR R | — SR AR i —
FEAGARN L. JKFE. RESILI LG S i 72 %
OOHVEESER -« Raissig 25 P75 — RIS N E (Brachypodium
distachyon) H1 /& 3. 7 SPCH « MUTE #1 ICE/SCRM
({I[A153E X BdSPCHI. BdSPCH2. BAMUTE. BdICEI

A1 BASCRM2. BASPCHI1 #1 BASPCH2 £ 5 fL kK B
f) S HAEEAE ), BASPCH2 %[ it 3 ik A2 i3k B 4
Ffl 43 46 < FL s BAMUTE 1] BAL A GMC £ g [] 3%
22 33 N AR AT (1) & T BE 41 i (subsidiary mother cell,
SMC), BAMUTE % [R5 58 A 44 7= 42 ¥ A SC 1)
GC ; BAICE! = ZLEAN BT FR 2 2L 10 R IE1E R
1M BASCRM2 £ GMC 431k 2 J5 SMCs J¥ i Z Hij 2
YEF, BASCRM?2 3[R [1) ik 2k 1 B AN BEA TR GC il
VU205 ST R O 2017 4E, BFREAE K
(Hordeum vulgare) W & 3 7 LB I+ AtEPF1/2 1] [H]
U5 & (1 HVEPF1, {1 HvEPF J PR i 26 32 Ak 1
®E L, BZ GMC AR — PR AILE S
Ukl HVEPFI JER s KPRk #0740 B i A
WFR R, FECARRIE L) GMC. SMC K& T
ALY W MR B, KFE osspeh2-1 SRAAER
I H B AR sk 1) <UL 38 AN IE I S AL B, T
osspchl FAFNRIIRIAIE, Hik Rk OsSPCH2
BT A & OsSPCHI %= R v] DL 3E 400 g 77 e ~F- 41
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