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Figure 1 A proposed model of the molecular regulatory pathways in the tapetum development. The tapetum is the innermost layer of the 4 cell-
layered anther wall, which mainly undergoes cell identify, cell re-differentiation and PCD. The different signaling pathways, transcriptional pathways
and protein translational modifications are involved in the regulation for the tapetum development in Arabidopsis. The black line indicates positive/
negative transcriptional regulation; the double red arrow indicates physical interaction; the blue line indicates protein phosphorylation
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Table 1 The genes and their functions involved in the tapetum development

ke FH 4 ID HA TEAL SCHk
TPDI AT4G24972 I3 WK J5 i [19]
EMSI AT5G07280 ZAR TG i iR [20]
SERK1 AT1G71830 RZ P Jo [21]
SERK2 AT1G34210 P AR T G [21]
BESI AT1G19350 HRNT i % [22]
2}%5;%@ BZRI AT1G75080 HRRT 4% [22]
pCAI AT3G01500 BRER BT i Mgk, [23]
DYTI AT4G21330 bHLH#: %7 AT AR [24]
bHLHO010 AT2G31220 bHLH#; 3% [KF ML [25]
bHLH089 AT1G06170 bHLHFE 3% R 1 4 A% [25]
bHLH091 AT2G31210 bHLH#; 3¢ [XF ML [25]
TDF1 AT3G28470 MYB#; 3% K+ 4% [26]
SKSI8 AT1G75790 Tl R e JRAMA . 4 fuRE [27]
VICI AT2G39770 GDP-H FEh =R (L By EN [28,29]
EXPB5 AT3G60570 I REA 1 B [30,31]
PRX9 AT1G44970 Class 13 & LA AN [32]
PRX40 AT4G16270 Class IS E ALY Sl [32]
GPATI AT1G06520 IR H I S RS E2 RN [33]
GPAT6 AT2G38110 ZBEER H A R EN [34]
ZmMS33 Zm2G070304 IR A R RH [35,36]
AtSEC234 AT4G01810 COPIIEH SR . ERES [37]
G R AL
AtSEC23D AT2G27460 COPIIZE A 415 . ERES [37]
AISEC31B AT3G63460 COPIIEH M5 M. ERES [38]
AtSarlb AT1G56330 COPIIEH ERES. f5/RE:Ak [39]
ECH AT1G09330 PR SEEVE I [40,41]
AP1/281 AT4G11380 BEN S EUR B AR TR R [42]
API1/2p2 AT4G23460 BkEA SRR L T [42]
APIol At4g35410 BkER &N N [43]
APlo2 At2g17380 #kE\EH U R B [43]
ISTLI AT1G34220 ESCRT-TT4# 81 A RF [44]
LIPS AT4G26750 VPS4/SKD1 K &k & A EESES [44]
MONI AT2G28390 L9 A A% R B 4R T SRS [45,46]
CEPI AT5G50260 R 2R 1l . dfeE [47]
0sAGO2 05040615700 Argonaute& 4 YIM . A0AuA% [48]
SR A OsEDM2L 050820502000 RIS FR HE A 1 B 2 il [49]
TP PESET RBOHE AT1G19230 NADPH4 AL J5 A [50]
FAXI AT3G57280 B A JRAA [51]
MADS3 0s10g0201700 MADS-box & [ 4 A% [52]
BnaC.Tic40 AT5G16620 PEE A JiAA [53]
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(F14:1)
ke FH 4 D HHA 5E oL SCHR
ABCGI1 AT2G39350 ABCG¥iz®EH JR [54]
ABCGY AT4G27420 ABCGH: iz H Jo [55]
ABCGI1I AT1G17840 ABCGHizEH JoR [56,57]
ABCG16 AT3G55090 ABCGHIiZE A Jo [54]
ABCG31 AT2G29940 ABCGHiz & 1 J5i [55]
ABCG26 AT3G13220 ABCGHizEH JR [58,59]
ACOS5 AT1G62940 LR YN NI, TR [60]
CYP70342 AT1G01280 i (5 K PASONG ER [61,62]
CYP703B1 AT1G69500 4 1 t2, 3P4SO PN [63]
LAPS AT4G34850 AR B A T 5T [64,65]
LAP6 AT1G02050 IR A P 5 [64,65]
MS2 AT3G11980 kA R AL [5G A [66]
TKPRI AT4G35420 % 3R ou- ML R i 30 i g P Y [67]
%%}éﬁi;‘z%ﬁ% TKPR?2 AT1G68540 2 R - e P 1 3 I iR [67]
KNS4/UPEX]1 AT1G33430 IS AL G B [68]
RES2/ORT3 AT4G20050 T2 FL I TR T AR [69]
CHS AT5G13930 /R & B Mz WM. IRIEAE [70]
CHI AT3G55120 A5 /R T T 7 ) MAErZ. WM. IR [70]
AMS AT2G16910 bHLHFE 3% R 1 4 A% [71]
MS188 AT5G56110 MYB#; 3% K+ ML [72]
MSI AT5G22260 PHD-finger’% 3¢5 1 2 % [73]
ARF17 AT1G77850 EX S A ISR i % [74]
TEK AT2G42940 AT-hook ¥ 3¢[H T 4 A% [75]
CIF3 AT5G04030 PR A A% PRI [76,77]
CIF4 AT1G28375 PR A Az B [76,77]
PXLI AT1G08590 SZAR TG i [78]
LTP type III AT5G62080 fefiia A PRI /R R [79]
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ER. %L, XEHFRAR KA E T EMSL-TPDI-
SERK 1/215 5 18 % 15 95 B 2 T A K & 1 1
ML,

1.3 B-BRERFTAEG——EMS1 B #/E F MG 5401

BRL T i (carbonic anhydrases, CAs)/& — it 4R
W, AT Y. A R, ki
K CO,MHCO; 2 ] i e B, fEzhH, CAsE
B RNRFUHTAE . JREA R 85 7150 M8 2 &5
PR AR SRR R, AR R R R L N
BRIy =2, HrPBCAsZIE X GHufr " g F
BCAsH 61K A (BCAI~BCAG), W5t K I, EMSIZ{k
EFRE 5BCAL. PCA2. BCAAEN BAE. HEHr, X3
MEAWTER R B R RIE, HBCAIHEETIESS5~6
FAHRES 2 A0 M BRI 40 5T Hh e Az, 325 T BCAL, BCA2
MPBCA4FHEZEMSIHER I TR EH, Z 598 =
kK & ),

HE— DR, peal Pea Pead TR FHBLT
PR E I, (BT IR SRR IE R K
H, M TEENE; Mk, dTBERIELCAIZTHS
PR 2 R AN, TR T IE TS AL, S5
BT AR B, EMSTRESEAMK I TPD1 1)
TEOL T SEBT BCATIBERRAL, LAIHR = FL R I I (1)
MEATEYE. 5 —J5 T, AN OCHE 1) 38 A% 2% S IR IE 5
EMS i i B ER AL BCA LRI S5 B 24l i1 74k (1)
BCA1I B IR A A7 4 AL 5 TVER R Beal Pea2
BeadIRAL; (2) SmiEBERR AL AL s IG EBCA B P2
WRRAEE AR H ALY, G RE: BT
EMS1-TPD1-SERK1/215 5 i B #EBES 1 & HoAth b A
4b, EMSTISREVEFH T-BCASTE 570 T, HILSEIA R 43
T I BT SR A R BOR R B RS AR 4.

2 BHEEMAEEE

SRE AN E, BE EE 2E R A CBE —IR
YRR 7 W TS A, J WA B R 2 A i P 2 AR AE
AU (1) AP TR R A R A A R 2 A% A);
(2) Al AR K, d0EEZ D FEAR; (3) Hf
PRk . ARG F 5 (D). dit, REER
ISR R A TRE SR B DR
JREIRE ST, T L8 2552 ks o2 /N AAEA IR A 7 R 4

Mg AEn. RAR, SRR 2 I IX — RPN+
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2.0 SR P20 RS S 1 2 R AL B R R

CRIE, #IFFIFR2R3 MYBXK i 4% 5 K F TDF 1 %}
THHER IR E R EEREIEN. df1 =8k
o, SH MR CERE MRS R WX
WY RAER— AR, S E AR, 5 g
WK B2 AL, A B A

JE SRR B, TDF1E S R K SKS18
(SKEWEDS5-SIMILAR 18)3%15, % AL 6-THIZkH
JEA I R AR R B s AT, SKSER AR T £
B T 4A AL 5 i (multicopper  oxidase-like proteins,
MCOs). fE =S, Prip iR E LB £ MCOs i —
RN AT i SR R LR I R (4 2E R C) HEAT 4R
AP SRR AR AL T 4 i 48 B 5 4
2 U B S i BU R VN SRR o ) N AR S
SKS18 LA 5T 1F Jv i PR 7 & 4 Hu A i 18 48 Ak Bl vl
YERT, sks 18977 R o RAS B MR ZHIm, (2
SREE M H s n; il SRR IASKS 18] LA
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PR AR 2R B S 4% DR 1A T 208 2 o 41 B 43 24 4% 1 41
HkiAk.

U MR AE P P E BRI PUEAL T, @it HiiR
IMLER -7 I H BRI ER, X035 R i 14 % (reactive  oxygen
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St YR Gk EE H ROSHR BUKFREI TR, 455
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22 SREEIN AR e R

T V)40 M BE R S5 M R oy BN A 455 A%
. RIS, B I AL B BT
—/NIRSENE L5 K. DRI, e A B B A 5
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I B 0 S e o AT R [ 1, B AR VCECAEM R B
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=N {1 R 11 i e S W 4 M 23 A e 111 O
VI 22 /N R B — S AR U (B, BTt
TR 2 e R 2E T-An Mo AR R R 3G o, 3k i 51 2 i 2R
BT AN EE, MR B, RKESLIRrdE R A,
52 s 2 (1 s 200 B Pt 00 B 3 st L™ 9 ke 388 K 4
MOARRA, AT PR R BRI S e 980/ BB 7K 2 ) I 7.
PEfRIE, ¥ & M (expansins) AE 15 HI| 55 B 2 B 2 5] 1)
A i A e 1 Jr 013 AR e 4 B £ R B
P, PREATES NafpF ks, FE I RE 260
a-expansindit K fI 5 B-expansind: H*). EXPB5H: A
i —B-expansinfE 1. 2K EHF6~TH], EXPBS
TEGLEL 2 4B A B =R IA, AR df1 R AR rh 3R
R T, RN SRS ISR, EXPBSIEN )%
SBGE O T TDF1-AMS & & R ki, Bk, #E
MITDF1-EXPB54) 5] Gt B HAF H T 208 = 41 i
BE I8 e BRIt A 40 A BE ST AR MR K, EH R 2
B Z RS R R 7). B, KE T St
e H R YRR R HYTDF W] LIh e HAM S Trtdfl 58
AR F M, HHvTDFIRERS 73412 5 1 (osmotins)
s, BEEAR R EENER, TEET
R, HEHENNZEE O S 5B FE T 4iFrdi
i HE A 336 P A3 5 255 S AN, HVTDFI
IS5 BB VA B R A I A B Bl K B AR AT
R HEE A TR A5E H T B-expansingg 1, 2
AT B EE 47 7 ST 25 Bl 2 40 B 0 P B R AP R A4 AR
EEa

O R e, LR ST Class I EH ALY
PRX9 (PEROXIDASE9)FIPRX40 (PEROXIDASE40)
0T 20 5 2 B A L B ) e e ) A
PRX9FIPRX407E 556~ W90 HL = h e e k. Ry
WT27R, pre9flprad OFRTRAGARI IEH K G, Miprx9
prxdORNTRAGAR A SR 2 AR K, At BE 2> iR N 2 A
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BAHM b, JOE IR ER IEH TS 00 SMEE I IT AR A
ZEITH, mAFBUNMET AR RIEATEUR I,
IS Class T AL Z 3 734N i i),
— UG RPN S 5 R A A0 S EE (3 4 1 A LTS
AR 5T (suberin) FH & 25 [ (extensin) Y MR, W
— S8 R 03 AT BRI L R A R S 1 i 3 ok V) 40 o Bk 2
WL TR B R sE MY A ARIEHE R W, PRXOM
PRX408 o s 20 B2 7k B 0 fift J2 85 gk AT 40 7 M B 1
[] A2 B, o 2 P R B v A R R P
B, SRR RNITESN L g E R g R,
PRXOFPRX401E i Ak Vg ] e Jd ik =2 A e £
P S 31 S HE R 2 A M BE () VR, AT BRAIE 25 B 2 41
FRUEEZE 5K (14 [R B AN 32 2 FLRE A 45 1 0 e 1.

23 BRENERGARSI R

SRR A EE NI R S A R,
BFEN BN m R AR e i R B RN B
(trans Golgi network/early endosome, TGN/EE). #&ifd
AR R b o A, R 2 43R 7k L
AR o, ELHE PN B A 7 TR B GRS )2 /M A (tape-
tosome) 1 FH 5T 4 2 75 171 SR 1% i 4 (elaioplasts)! ' *),
T I X LE AN g KR A BB E OO T, JR
B E [ RS A B kR AT, AT AT
Re. AEMBETE RCEO W 78 b R I, 2H A K BE PR A4
JoR— 0 43 o IR T I IR A s B (R 1) Bl 43 b
Wit R s 2RI 8 M A7 i
THRE R NG AR T, BEE 9 EPCDE A £ 4K
T BEZCT . DRI, FEK BT RO KRR B2 M AR T 4Bl
JFAMRIE RN IR RS, T SO E A AR R
25 A3 1) N R s T e BE K B 141 A,

VA5 X 2 /N S 42 1) 22 ST D) 2% R L T S 1)
P EER R 0L EE T H T -3-BE R I L A AL i (gly cerol -
3-phosphate acyltransferase, GPAT)/2& i1k H il fig & ik
BARH R, X TN AR B4 i A IR B
R ED A R R A BRI, GPATsHEA 104Nk
A, HHAIGPATI . AtGPAT4FIAtGPAT6EAL L H & 4E.
B X AtGPATIRE R D RE R S0 I A EB8HATT 4R, arg-
pat] RARGEEH 40 ik ik .5 28 2R  PCDAEIR,
RAFECEE R, FE N T BB S R R, argpat]
PN BT I L I S kL, SRS I ZRRLAR ZE R RS, AR,
RAFRL = N S0k 28 K ED, $#7RA40G-
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PATII DhRESR R S R SR ES 2 1 0 Wb e /0. AR AL
IR, AtGPAT W4 S X H v -3-B R gt 4T i fL, X
T TR AT S, TR R, atg-
pat6 TR JZ MM R T atgpatl; FHALK) HMEE
GEMJANTEIE, atgpat]l atgpat6 T FEAZAR N I 5E 4
AT R, SR ZMRAESE T R E R, 40)™ E
AL, I FARE SR 2 S YL 2R B W 43 BT I I ot B A
10 B8, WFAETY . atgpatl Matgpat64t 25+ ToikW
SN PECAT T, VLI DY oA IS o 8 IR B A, /N
DRI S, TMatgpat]l  atgpat6™x HAa 5
M, RMWER/NET, FERGREE T RETCIE IE 5 4 i
O IG5 Bl I A R IS Y. 252 b X ORI S 4 A GPATI
FAtGPAT6 3= Bl it JR AW A BOEAR 52 98 B J2 N
MR E, dkimfE T 2002 7 W AT TE R BETE 1K

KERVBHAN MGG, 28 COPI# &
F(coat protein I3, JERLIICOPIIE# I iz %
E/REAEY BT, 2RI, U IFCOPIE &
PR X 286 R DL R AR BE T Bk B DG 8 E . CO-
PUE A HSANEE A, 7% 4Sarl (Ras-related
protein), SEC23, SEC24, SECI3FISEC31™"; ¥
COPIIE & 1 & FE Aoy, EfEAE 2 R ™™, 1
TEGRES JZ/AE R BE ) B LR 08 (1) AISEC23A4/D,
AtSEC31B, AtSar ] bTERHGIY B 20 E: 2 40 f b sk
kP (2) WE4H M E A7 2R AtSEC23A/D,  AtSE-
C24A/B/C, AtSEC31B, AtSarlatk 67T COPIIE & 14
AN R AT A (ERESs) 75213y g
sec31b, atsarlb¥.587%F R Fatsec23ad AR AR F, it
THAZ P AR /NER 2D L SRR SR N P 4 R AN
B, 58 7 FE R A R I ) 2 IS ARk AR TR
TRELET (4) FhiRIEASEC31AT LUk atsec31b
F AN EREH, AtSarleT] AR arsar1bF Y $7
JNAtSEC31A/B, AtSarlb/ci# i i Zh BE A7 7E Al B 4k
MR, PR RAAMAAERSY B ESE, Bl ar-
sec31bVY 53R P 48 3 A 2 TR R A8 A0 BE L T ARE S
WP, arsar1 b AT BE R 5 L IV R FR R I 5
LR HEPCDIERDY, f 3R /RCOPIE & & % 414>
SHEF B R IE R B . 45 RAE R, HENICOPIIE &
P BT - 1 R IR B AR 2 5 AN R AR SR L E
/AR R, AT A R T R B2 1 ik
HEFE.

T PREA IFTGN/EE A& 20 Ja 1) 4338 O, JE 25k

[ (adaptor protein, AP)FIM % & [ (clathrin) B
WX ¥ 2 1 . 4 FE 7 (clathrin-coated vesicles, CCVs)4k 45
I B HTGN/EER, 12 2 5 i 5l 2 B 41, 58 Bt i
rUST kR, B CIEMI SR HECH
(ECHIDNA)SEf7 T TGN/EE, ‘& fef2 i TGN B /3 il
P, BEAFGIBRII. AUX]I (AUXIN RESIS-
TANT 1)a 2 4 g B p 43 5 32 28 a5 1500 7824
KB, ECHBE PEEM™E R, a5k
RUMALZU A G 55200, 12/ S e A T 9k
JZHECH 7] i 18 i TGN/EE W 45 12 S 41 ff B 24 5y, —
J7 R HEAER BE R S5 R B A3 SEEAE R BE X /N (1)
YRR S5 — 7 IHD, AR AR S e R AR BN L 4l
BIEZG 2L,

CCVsHAE R AG TH L R AP &R0 SR
wH. HBEAMEYEA. APE G147 HAP-1~AP-
5, HAFAP1y. AP1/2B. AP1uFIAP1cPU/ NP 320 i,
AP-1E 51K; AP20. AP1/2 B. AP2uf1AP2641 % AP-
2R AT I, A SMAIE R T IR TR A
fo AR AP & 1 7 B A T 1) 2R i A R 42 A
FrBERE, BN (1) AP-1FIAP-23L6 [HIB1B2 I &
KT 9585 2 40 i TGN/EE, B1B2A%HE 5 ABCGI(ATP-
binding cassette G9). ABCG16(ATP-binding cassette
Gl6)E iR H(ER1) BAE, Wi TOGN/EE#EE 2 i81%
K ABCGY/ 165 [ 5E fr ZE AN, v J5 B A60) BE B 74
WISy WA RN AR B R E R A (2) MR
iHEFA A K (acyl-CoA synthetase 5, ACOSS)X} A}
RIS, type 111 Ji )5 %15 & F1(lipid trans-
fer proteins, LTP) M| 1] §& %% 12 55 ESV i L e E SR
AP-1637H 05 X P AN 2 m] v M o 1) 24 & JEs 1 20
WA R . (AR E IR, AP-1c R
Wi 3 I AR R 2/ MA T R B, SR AP- 1 SR &
P B FEIE T R R N IR AN 2R 1 K B K
AR,

YN iy, WA S B 7r k412 %% E (endoso-
mal sorting complexes required for transport, ESCRT)iH
Mz mABIEI T, RIGRR LT ik 3 2 %
VAR /I BT (multivesicular bodies/ prevacuolar com-
partents, MVBs/ PVCs) 1) i N 22 1, 235 AR 2 %
AR 5B RL G, BT 2B 0 ) K il g
RS B, ZIREN FIIZMIRTE S SR R,
(EVEPRTIFWIRSM S TE (SR L E| 28 NIl ls e Ee

213



SRS TERRER KT BRI 5r TR T fE

W Fishia, B Z S o b s 42 ik AT A R R
7" M IFESCRTHAE S5 5 % TR
%, FEHESCRT-I. ESCRT-II. ESCRT-IIIFVPS4
(vacuolar protein sorting-associated protein 4)ZH %, H
HISTL1 (IST1-LIKED)AILIP5 (LYST-INTERACTING
PROTEIN 5)RF/MfighE A", #E4RiE, ISTLIA
LIPS Ty fig B [F) i a6l 25 AN 52 Wi 28 B )2 4 il Th TGN
B, BeFUEEAAKEER/N, NN IR
Do RS OK, FRAHISTLIAILIPS X £ JE K )
RAERSIIEEEH. gt —2RY], ISTLIAMLIPSHE
P EZHIABCGY. type 11T LTPZ 45 H5 2 4 i, $27%
TESCRTA 3 1) 2 B AR 15 5 5 10K BETE BUAH ¢
& A RS A,

3 HHEEHNMRAEFHET

LAY, B R 4% PR AR 4 3 Bh AT
TR FEARNRE PSR, TR B, REZ4h
ZJPCD, Z G T 5100, T2, KENR
KB, PCOMMUAERH AL T BERR G 0], A,
SERETBUE AR SRE 2 MRS B R N BRI AT,
IS, GRS JZPCDI A AR I ot 143 O, $R T BUE R
YHZPCDHI & FHACHINE . Hil, Z IR K
iRl ROSHERAS . RMIBEEEW KB HEZPCD
(5T AL

3.1 Pt EERE HER e AE)E PCD

HHHEHE R, 2HZPCDIF A MK T2 b = R
HMCEP1 (CYSTEINE ENDOPEPTIDASE 1)\
1HRE H6~10, CEPI'FFR1EHH 24N bRk,
BRI M CEPIBRN, 98 ZPCDIEIR,
HA TR R 4y 2 /N 3R, 3 AR M EE
TERCZ I, T4 CEPLIE ERIAN, 28 JZPCDIEHT,
AN T AN B A LR A O & B P 1Y
T ERTAST. BeAh, XPEFAT. Thig E AN Ik
LRI AT LR, R ILCEP 1R /KB ik B 2E 7Y
BIMEJE, 168 HEUME BIKE 2% 5 CEP13RIA 2 IEAH
S, CEPLEI i #248F 2 PCDAZ #EAE M) 1E
HRA.

BB HTCEPLINRE, RIVIZEE (M1 56 U AR
i LT 2 ik, S EREN Ak
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WA EE AR, ST R, ST
%R B #e A FMON1 (MONENSIN SENSITIV-
ITY1)/CCZ1 (CALCIUM CAFFEINE ZINC SENSITIV-
ITY 1)RETS 3% Rab7(Rab GTPase), iHid e i £ #E i A
Sa Aok S 9005 2 PCD I - b &R & (1 i %
BRI, LAV ESER, HENCEP] W] fEi@EiEMONI -
Rab7/1 5 (I B 312 18 42 52 A0 TR MM e 3h 28 8
JEPCD. fx#, & SEZANM MR, &
Wi BERES. [EBEERSANE 2 S R e
HIEE, 52 FRAE A BE 2 R4,

32 ROSHRZAAEYHZPCD

ROSYERNEEMIE 575+, HAMFEITFIKFEL
Zy e S AT R AR AE. BRI, ROSTEES
AR S o~TIIE D T, S8~ mg, )5
BEEE, B2 R T e kI,
ROSX} -1 5 45 5 2 PCD F) 1F By ¢ A6 2 ) 8 ZE .
W\ SFRBOHE (RESPIRATORY-BURST OXIDASE
HOMOLOG)4#i3NADPHE LA, e T b If
FEF=A0, 11 K50, 2,0, 2 T 5 4k
. 25K E T, RBOHETEF6~1131K28E: 240 i
e B RRMTEIR, rbohe RAR PR E 2
PCDIEIR; AHRLI, FIFHSE 2R )E 3Tt &RIA
RBOHE T A M 5t 2 R B S EI R H2HTPCD. TU-
NELSZIGR I, M T B AR H 2 T 5108 H BT
PCDfE S, RGP IZESHEFIVHHI, ME
RBOHEM R IE IR MRS SR AT R 2. iF
— BRI R T2 ROSIR R K, 45 R
Nt F6~11rboheft. 2 FROS & &% f LLEFAE AL B 2%
Bée T AE Ik F IR R vk R ROS 7 & Hi SR 6 AT U 7
SRR KR, itk T 0, RBOHE@ = 2EROS
KL EEPCD, HZkEH ZPCDIR 7P 35 B K
FROSHIIT 25 Rk,

IKFEH, OsMADS3%mfC-class MADS box#% 3% [A]
T, B~ 120G E E A b kY, g
AL BIEIEY], OsMADS3REWS B RE4E & T T sk
RIMT-1-4b JE 5 T IX K. MT-1-4b%ifs— 4 @ i
EA, BEE LI ZIMT-1-4b LA 75 R ROS HIHEAL TS
PE. T 20 A S B W 52 R I, MADS3FIMT-1-
4B R AR T8 P o 2 B 25 AT B 2 1 B A EL AR 24
ROS & & AR T-BF £ 45 B 1 it L, 0 Os-
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MADS3# i G MT-1-4b3R 5 L AT ROSHITE %,
HAPHTROSWARAS . PRUEZLE EPCDR IE W #H47. 1
BERENE, P MR AEESKS 18I It b bt
AR ROSIA B T4 B E", 7R T Hidf g th
A] REAE ROS K K 745 I T 4k 85 /2 pCDid 72,
25 b, ROSH RS2 45 9k B 2 PCD Y L 2 4%,

3.3 RUMBALBM P EEEEPCD

ML KT (BLIEDNA H 34k, 418 s fiaE
HiIRNAYKT TV A JE K B R B s e /. ik
W, WIS T KREILZ R B R — D4R TR U
SR B ZPCDI 2 TSI KRG E 1950
TMAGO (ARGONAUTE)E M, #HEMILATaES 5
RNA/ L HRGTBR. 2 7R, OsAGO27ESL
B2 T s Rk B Em . M ¥rago2se
AR, RIBHEMETHROS S &id E 2 SFPCD
PEHT. FEMILE . #E—PH iR, OsAGO2REM H 12
S5O AEOsHXK ] (HEXOKINASE 1) 51 X4, 38t 1
FTDNA H F Ak 7K F 52 Os HXK 1 3635 . OsHXK 1# A A
Z5ROSF4. T2, WEOsHXK IS FRIEM B K I
HRHFAL T ago2 ALK, ULAL, BifE SRR B AE
ago2 FEAF MK TR OsHXK  REMS TR B /> e H . WK
SEMEN DL g REI, OsAGO2 B X OsHXK 133
1T H B, W MH OsHXK 1R IE KA FIROS
Fads Mt #2195 8 2 PCD R R A i (i),

FHIHE SRR, %K FbHLH14288% 5 TDR
(TAPETUM DEGENERATION RETARDATION)H {f
BOHEAT] (ETERNAL TAPETUM 1) 3%3%; EAT1 | 4k 4
JA 810sAP25F10sAP3 75 5%, 1B RIBIXHANREA
W& AR E B EPCD Y g kN,
OsEDM2L (ENHANCED DOWNY MILDEW 2-LIKE)
{ER— N IKFEEDM2IS A 7, ¢ R AE SR E = R Rk,
F Rk AR T 9k ZPCDIEIR . TR I & ™.
At FEFR Y, OsEDM2LAER S bHLH142. TDRE
VEHHREATI ik, 5 —J7, 3K Pm AE RS
B osedm2IFFBM, EATIHE T A me AB ik =X,
ECHAE R R A A, 1K FEEAT IR A v AR 5
TS MERI AT, HILHRS T FiER 2R E DR
s B RRRE R e R, B, %R
T MEYEAT HmC A W T T R B
PCD) 4 F-HLi.

34 FRLESHEZEPCD

S Z A AR K B TR BUE R, fE47 5
FERRSEM IR, 2R C R, BHZEFREEE R
AL PR PCDREZE X P> Sr R 55 45
OsCPPRI (CYTOPLASM-LOCALIZED PPRI)Zwfd—
ANEH 164 PPREF IPRIPPRE H, &AL T4
Fll e 25 R B, OsCPPRI: ELAE 10128 H 241
MRk, $RoR0sCPPRITIRES SR & R
YHZPCDIIFE. RIAGHTRIR, cppriF R LRE:
JZANM N IR R B . SREERRRIEIR. N T
— B ENTOsCPPRITAYE OB 2 R B 7 FHLEI, #F5C
1B\ 73 B % s 508, R I s I+ OsGLK 1 (Os-
GOLDEN-LIKE ) fEcppri RA R RIL R L. &
RIS R B OsGLK 1 1E i /A R & At S g4
&, FIFHRIP. RNA-EMSA. RNAFaE I & &5 45
FAIESZOsCPPRI H #4554 £ 0sGLK1 mRNAHFEX
I, THSE BT A MOsGLK] mRNAN i H4%
KA. B UER R B, OsGLK I FIEM R 48,
B2 AR BE MR R G MR SR E M &
S PR PCDRELE, 1% R RAUT cpprl FRAFHEIE;
ﬁﬁ?fcppr]%”}'i*ﬁﬂiqufﬂﬁ?UOSGLK]ﬁiiﬁgﬂz%Bﬁj\‘V)zE
e E Y b, %0 %38 R OsCPPR 1E i #1
OsGLK 13k 5 95 2 i A& K & LA K& PCD, Tfixt T
Y58 2 TR R B MIPCDRI WAL RIES TG I {E 13 4k 4L
RARE.

4 PR EEAFZHHE S

BEEAEL R B TCHIRN, MRIEZE RN T
HRUREHZE HHWRIREURNTZ 18157 5k
. ARy TR, AR EME LA, i
RUEAE 29 K B ST RERS [FIZD UGG DA A E R I
M7= A g B

41 CIF-GSOfi SR BEMTHAEZE . )2
AN

P FFGSO1/2 (GASSHO) JIE A2 (s g 3 A 54
Kok, 2rHINTWS1 (TWISTED SEEDI1)AICIF1-CIF4
(CASPARIAN STRIP INTEGRITY FACTOR). C\K i,
CIF-GSOfs 5 31122 5y MG f i 2 FdL KAy

215



SRS TERRER KT BRI 5r TR T fE

TR R0 e g g R m R, R
GSO12 \NEE6 AT UEFE T e fir T )2,  CIF3/40)5E fir
THHZ. B GNTEIR, gsol Fgso2 BB IRAFRIL RENS
IEHRE, iMigsol gso2 X IEAF R 4% B J2 21 My 5= 5 i
K TR Ky 2R 1R M BH R 2 T 1) 43 Wk BRI R
EAAFN AL A, AL R A I T eif3 cifd i
RAACH . AT CEHRIE T, TWS1Z KR4 2
22 Cl A BT T 25 11§ (C-terminal subtilase, SBT)fiE{k,
A BA T Eitk, BFR RSBk T A
2P RIAMISBT, KISBT5.4%E ARl T VIFR CIF4
Z KBTS 7 CR v e e A B2, | A e
BNSBTS 447 G /i Rk, BL E &5
REW, CIF-GSOES# T LEIBHEE. /M
TR 2 Z (R R IR B 9k 2 4 i 5 W CTF3/4 %
Rk R 25 s, B, XU KRR/ NME T 1
SBTS. 4%, FoE RS YECIF3 AR AR E )2, il
it 45 AGSO1/2%2 K )5 BICIF-GSOf5 5 # Fig 18, W&
1EH TR Z RN E .

& HHTN T CIF-GSOfE 5 %% S I8 AE H I~ iE
HIFAANERE, (B2 L P e £ %[5 Sk
ARG ¥ P O AR R B 2 Rk 6 A AR AR 3k
SEET BMOZEEHEN, GSOT 22 Ml fg it
G TGk E A ) A AE S R AR I — R SRS TR
B IR P ER 2 A TR RR SO 1 T (S S S TR
HZ AR W, 25 b, ZHF R R T 8EE .
JE RN =38 22 Al B R A A A P A

4.2 PXL1-CLE19-SERKs{g 5% S8 2/E T4
HEF/NNILT

IR 7F 1, CLAVATA3/EMBRYO SURROUND-
ING REGION-RELATEDZ AKFC A ik 22 /D A7 7E 324
A HB CLEI9 (EMBRYO SURROUNDING
REGION-RELATED 19). CLE9. CLEI16. CLEI7.
CLE4IFICLE42E e ZhRIE, FERIXEEp i1 fEAE 2
RETW AR LAY, 25, @z, Had
SR AL R R, fE/MF R RIAMCLEI9 &I
A5 22 K AT e R 2505 5 SR A i SR B J2 0 W0y B 1)
DRl F AMS B U I S R B 4%, R i B R 4546 K0
EERTRYI R A SR R, dERFIER B IEH 4. 4R
1M, CLE19-5 WR£6 175 JI55 52 A 2H 1A% 5 I BE AT AN TR 48

P, AR A4k SR RS RIL CLE19H
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F25PXL1 (PXY-LIKE1)#8 52 1A i i i #PLRR 45
IR EAE, 175 SPXLIBEIRIL. PXL13E R /E 288 2 41 i
ik, HEE R RAR A TRk S BE R A I 2
DU T3 T TER BE IR g B IR AR X, 1R AR
Felel9, IEMPXLI{ENCLE19SZARTEAL K BE R & it
fER. 4N, PXL1. PXL2 (PXY-LIKE2)FIPXY
(PHLOEM INTERCALATED WITH XYLEM)E %)
R KRBT EOR, pxll pxi2 pxy=SAEAR
B px I N2, SRR = HEERh B R & I fE
FEAEYIRETUAR. SERKsAEZANRLK(E i@ 3tz
&, #il4n FIREMS1-TPD1-SERK1/215 5 #; Sikiz. #F
— 35 LRI SE, CLE197] LLi% 5 PXL1-SERK1/2/3
TR A4 e A8 B AL, P LLSERK st v /E APXL1
KZhS 5N FRAGSHES. Bk, 45684
B, AZITUE 7 B /N # i PXL1-CLE19-SERK s 5
SRR AR G SOE R o T AL, R T
SRR 2 AN R DR R E A BE A A AR

4.3 ZmMs33/ZmGPAT6AE Ffl T- 285 2N =

HI BT 8] e B R D R SR UE R, oK ZmM s 334 Y
H-3-BERR I S B (GPAT), 2 5RIE9HE R
BB R B AR, G, % H B\ R GRS T ZmMs33
PR ETS FIEDY, WoR T ART R
GPATs 1AM Figte. WEFURIL, BFERITEZGH, WK
JEMSRARTEAE 2GR B AR T ARG K. FHER
R, B FEARERTARL . SR BB IR £ 2 D e T
AL R A JE M, R HIES 50 G E M, NHEZ K
AR, BN TEMBAREY, ms33 KA
W B I SR AR SR 5, BRI 2k 1 et JA e Al
HAEFHMIhRE, $2nZmMs335 5 4k Rr P 1 2 41 i
MR IE S R H . AL SRR, ZmMs333: 23R0K
TAELR B IR SR E A0, A Em Bk — ek,
ZmMs33 & H il i & BB AR 58— MR, $EA A
P2 52 5 7R ZmMs 33 ) T g i 2 2 410 i i g A0 i Al £
EME R BRI SR AR B EE Ry, BRI, 25
HZZmMs335 5 AR AQHE B L 02 i R A B2 it
ZRAKIE R KA I BT

ARFT AR, e A (At 28 B IR B P 1AM 4
a. Bk, BEFEN BN T ms334E 25 18 S A
), B R AR, IR P R R R
PSR R G REL. ATPERRERM, 15T
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P B ) P S A o i 2% A6 24 B U R e B ) DR BB AR 2
—. PEARIE, AT EEGR TR, A
BB S K FSnRK1  (sucrose non—fer-
menting-related kinase 1)& A& A RS HHIE, M2
HEE WX R AT A IR, ms33R
SR, SnRK1BFISnRK 1y 2 30 5 (1) 3L K ik BT
SnRK 1 offE 14 7 F5 R R AL IS St B S5 AR AR
M), SEHEA TR SR = I E R AT R PCD;
LA AR A TR e AR FUOIRSIF LR F,
RASFHEEEMWE. &b, T T E
ZmMs33 ik N J J= SRR R B 15 T HLEL, #8s H
SREE AN R R B R AR R 2 I K A AR
R

5 RBahR¥

LR LR, 0T SER KB I T DS T 1A
22, [ N AMRHIT B\t A [F i A BB D A
FTEEHBHZERE ST M. AR IR S, T
SRR L P ORI 5 3 T 4R,

S5 3k

RONFEFHEEAT R PSR AR
FPEM T L R AT 1.

REm, ReEKE P2 A EdiRE
TFHIRNSNT: (1) DGRBS Z XU Z A% A 2 AL
fry e B ARG AR, KRS A R AL
LA ER I RE B+ AT BR. AR, Shdn i
WA OV FFse i, LRI
S, X TN T B e 7 A
WA, BIRIZHE_EHENIXU 2 A% R AL R 4L
PRGN AT BE A (e A A . AR 5K iR aE A F
IBEHREFRAUR" . (2) KB4 W B 8 2 4 B
(AR AL B0 S J. FLARR A, SE /M1 J7 1] 14K
BR GHAREE 2> S B AR, A SIS 4 IR 0 4 S B FY oA 5
R, BRI 2 S AEAE 240 R B SR RO (B,
H A6 T SR E R 20 BE B A 1) 20 T AR g R R A
H. 3) YRS S a2 BB, O e
K], KR, BR. LMSEEREILL AR K E T
R E A ERR, SRR
SRR K E KT R R 7 2 TR R AT
BRI
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During the male reproductive development in plants, the pollen grains (male gametophytes) production is the basis for pollination,
fertilization and seed setting. In the stamen of higher plants, the pollen grains are formed in anthers. The anthers consist of the
multiple cell layers. The tapetum is the innermost layer of the anther walls, directly providing necessary nutrients, raw materials and
energy for microspores and/or developing pollen grains. Conversely, the defective tapetum leads to the pollen abortion and male
sterility. In agricultural production, the male sterility is an important agronomic trait, also the basis for hybrid breeding. Therefore,
study the molecular mechanisms of tapetum development not only expand the understanding of male reproductive development in
plants, but also provide the theory for guiding the new genetic resources creation and improving the crop breeding design capacity.
During the anther development, the tapetal cells undergo three main stages: cell identify, cell re-differentiation and programmed cell
death. Combining with the recent researches, in this review, we focus on the key biological events, introduce the gene functions and
molecular pathways involved in the tapetal developmental stages, systematic elaborating the molecular basis underlying the tapetum
development associated with other anther walls coordination.

tapetum, cell identify, cell re-differentiation, pollen wall formation, anther wall, male sterility
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