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Fig.1 Mature A. thaliana seeds with extruded mucilage and single seed coat epidermal cell
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AME, B H TS RERK, B ARG8T
SRAKMERY TR, AR E & R A 4
E¥(HaughnfllWestern 2012; North%$2014; Ralet&
2010).  H BT R 5 ) A2 B D g Ik I A+
GYTE R, HEW 5 A% 0 Sk A R 4ERE MK A R
fRBEF TR R %o BLAN, Bl B RS W BB K J5 1)
SRR BRHRE IR AT BT 4 B Sl )RR R AT
PR B L

Tt KRG ot By B PR ELRT B, RS 5 WL
B ORIFER— (PP TAM R R A0 W) T Ry [i]
FLEM T KB HA~TUR =) S 5, 1 H X Fh
TR AR A KK B TR 75 (WesternZ52001),
RAZJG Ao Wi K A AR . Ak, K
TR B A 40 B ) AR s Sy, R E
JE B A B Y% A BE (Haughn Al Western 2012), iX 46
R PR OO0 A8 1508 R I T T S R T 7 A4 e 22
A AR A R ER AR A R

1 HETHKNAE

AN G, TRgAE & R, &1
KB IR, BRI H Rl B 4RI . ol B AR AL R
FRITE R b A A iR 21 2 R 97 15 F (Beeckman
£52000), 7EA R AR T 5, AR IR0 IRAZ A HLAKSC
FEAEH, JHRPUR R 5 RE R IRER. AR
JEWT 73 NANR (12 Z) MR B (3~5R). INJZ
FRIZH L T LA & R BRSE AL SR AE 2R (Rt 5T

T) (Dixon§2005), 5 ff 1~ 5 HAH N €, HaR
PR 2 N 3 B 4 DU it b R B R AB W 1 R AE
— 2 (Haughn Al Chaudhury 2005). P JZ47M3R 5 4H
MITE R B 2= A R E R e Bk, (22 1 f
A Z 40, BIRSHE 5 W4T g (mucilage secre-
tory cell, MSC)Z>1E =i /R FEAAR N & Bkt 5t (Windsor
£52000; Young#52008), Jf-73 s £ AF 20 i B A 4
MUz (8] FEFPF R FE Y, PEBEE AR S
(collumela) F¥) T B ARG 5T 1 i 7K, 552~5 )2 3R R
S T IR RO — R A

W2 R R T2 50 B R 1 R
XU S T FEMYB. bHLH, WRKYAIWD40
2658 %, 19 i HENHANCER OF GLABRA 3 (EGL3).
MYBSHbHLH# 5% A (W1 TT2. TT8FTTG1%)
Fr4H Bt WD40-bHLH-MY B & & 7 75 F B2 404k
7R E R EAMG R R BT RR (A . R KB &R
B R AR A i AR P R S 2 1 454 F (Francoz
Z£2015; GonzalezZ$2009; WangZ52014). APETALA
2 (AP TS5 TR 5. IR WAL
Pl Rz 1 B WA, ap2 97 R B Fh 7 A48 b T B AR Y
AHER HPREM A K, MrR i giEh
B A A K (Ohto£%52005, 2009). TRANSPARENT
TESTA GLABRA 2 (TTG2)J& T WRKY ¥ 3% [H %
R, FAEM -4 B AR FL b 3Rk, i 4% IR AE
B 1 B Bk T U 45 R R BT B TR (G onzalez 5§
2016), fsifil je SRR (0 teg2 RAZARM T I, Fih Bz
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I, ZMIR AR Rt (Johnson%$2002)
TTG2H 3Rk %2 3 i bHLH-MY B#; 3% [H 7
HAURIGIEYE, T TTG2 X A1 GLABRA 2 (GL2))
% 3(Ishida%52007), GL2Z 5 T Mg, R
B WEMLEE, ISR TS mE, it
10 ok A 2 R TR R O B SR MU CILAGE
MODIFY 4 (MUM4)F 13K 5 T Fb 52 K5 1
A MSER)(Shi%E2012) .

B T b Ik e g LA R 1) B SR TR A,
VR I T — #5005 0 fAH S i S R 7
UISEEDSTICK (STK). DNA BINGDING WITH
ONE FINGER (DOF4.2). NAC DOMAIN CON-
TAINING PROTEIN 1 (NARS1). NARS2%%, STK
JEMADS-BOX K H sk K1, £ f8H, STKAE
Tl iz B AN = 2 A 3R, BE S Bl TR R, STK
(P2 IA U J& PR - 7 A 40 4T H (Ezquer$:2016),
STK 5SHATTERPROOF1 (SHP1). SHATTER-
PROOF2 (SHP2)Ft[R] 2 Bk 4 1111 31, F1ARABI-
DOPSIS BSISTER (ABS/TT16)3t[F1 25 T Fh i
N = 4 A DL R I L JE 1 (Ehlers252016; Mizzotti
£2012). MAh, STKIE S 1% F AT R A RiEk
1 T ) K B g B I BANYULS/ANTHOCYANIDIN
REDUCTASE (BAN) )3 IE VA5 B it i m]
DLl IS 254 78 iR WD40-bHLH-MYB & &4 1 J3
B B % 5 A R R IE (MizzottiZF2014).
STK H##%PMEI6%% 2 5 41 iU B 22 Wi 4H 7y & hl
BR A5 RS R 1 FE R Rk, stk 9 AR AR AE P 1 IRK I
R BB A BE 1 HOBE T8 (Ezquerd$2016) . HAR %%
KR TR AR F T 3R 1, TR A PR .

2 *EBBRENE AR 5

2.1 R RARRE S IHEIRTIE

REVBUTT 43 WA A PR A B TR 38 R 7 B 2 I
TA FEE L TR (ArsovskiZE2010; HaughnA1Chaud-
hury 2005; Haughn#f1Western 2012; WindsorZ52000;
North%$2014; WesternZ:2000; YoungZ52008) (&
2). LAAZKE J5 K H(day after pollination, DAP),
R G H0~40K, RS 43 W 4 i A P A AR 22 /N,
(] Fof B 5 ) A 2 B BE P 9 5K, RS 4 R /N B
£:3.5~41% (FrancozZ$2015; Western52000); 2
W, TESZRE G 3~TREIE IR T A 2 s 514, K&
(IVE RS RLAE SN E] A 0 B e v SO R, 2 S Al 1

B 25 ) [ 41 B AT 422 1R 4% 1) 41 P BE 5% (Windsor
££2000; Western®$2000); 55 =2, SZHJa 587K, H
e R AR 4 A PR VRS A 3 i ) A 4 e B AN AR
TFi) A7) A 2 PR R 2 AR AL, TR 9 L B 2 A HE s 2
4 g, SR, A2 40 A JeEE o B BN E,
9Bt JE HE R /A (collumela) ¥ A i #(Haughn Al
Chaudhury 2005; Windsor%$2000; North%:2014;
Western5:2000); 5 VU2, 52k J5 5 9~10K, A5
FRER R BT 2 T 7E ) A 4 B RE R AR /A 2 (8]
B AR D148 BB P, SRR S 10R, HEIRN
PRTE S P E A0 2004 41 B RE ) ) K B (Windsor
£52000; Westernd52000); 55758, £ G5 13K,
FEARANRBE AN, T2 B — AN K LR R 2 A= 4 Jif
TEIR /N 55 ) ] 440 405 482 Ak 1 200 it B A it X
BT RFIR KRR CAS IR, 5L, 2
W JE B 13~20R, P11 5, R V5 I 7K 45 4 B
#h(Kunieda®$2013),
2.2 MBS A A

RV 73 bR T 2 4 2R A T AT e
FHRIA LRGSR K, HART R R R
R 2 2 32 52 A R B R A R, FEad i et
)75 s B M AMAI B, T R s, [R i 2
25 55 5 ()RR YT WA A SR 1 B TR OK 22 42 ik
(exocytotic vesicle) = AL . Hunt g2 —K
AR S B Ak, 78RR & — B
BURFEAE Y, X T 200 i B 22 0 FHORS 98053 R 0 R A
P53 Wk B AT 143 A H (Cvrekovad§2012).
T AR R ) I AL 24 AT 7S, &I T FROM THE
CZECH ‘ROH’ MEANING ‘CORNER’ (ROH1).
SUBUNIT OF EXOCYST COMPLEX 8 (SECS).
EXOCYST SUBUNIT EXO70 FAMILY PROTEIN
Al (EXO70A1)=Ffi i % & & 44 7 3 (Kulich 2%
2010)., ECHIDNA PROTEIN (ECH). YPT/RAB
GTPASE INTERACTING PROTEIN 4A/B (YIP4a/b)
ZH R ARG, AT R EEAER, ech®
7 PR 200 i 5 R o 2 R AR i 22 i 8 43 B I E iR
P AR BT AN i I Hb 2 WA B 41 R 1A) R, R EHECH
Z 5 [ fEE LRI o PR . AR 4EER DL
J 4y H S )5 I AR (1) 72 (ArsovskiZE2009;
McFarlane®$2013), TMiiX —id 72 7 2 YIP4a/b ) 1
25, & hEETL 4 (Gendre%:2013). BEE B
T AR FEROH I R I, 526 1 et 38 52 4 pA s
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Table 1 Genes involved in mucilage production in A. thaliana

e FE[H AGIHY s Tge PN
VTSN TTGI AT5G24520  WD40HE E E P TE T 2 SORSMUT & I Baudry452004;
e GonzalezZ52008,

2009; ZhangZ£2003
TTG?2 AT2G37260 WRKY ¥ 5% [K 7 P RAE T R A AR IR GonzalezZ$2016
TT8 AT4G09820  bHLHE: %[ 1 R R 45 ik Baudry452004
EGL3 AT1G63650  bHLHI% P T VPR A A ZhangZ£2003
GL2 AT1G79840  HB#ERE T 55 S 41 R A AR 5% GonzalezZ52009;
Shi%2012
KNAT7/IRX11 AT1G62990  HB#EFEFET 5 7 VAR 4 B B TR Bhargava 2013;
22012
STK AT4G09960  MADS BOX# 3% T IHFEPMEI6RIL, sEmafh i 4544 Ezquer :2016;
FOHU AR Mizzotti%$2014
DOF4.2 AT4G21030  DOF#: 5[ 1 A2 o R T il Zou%52013
AP2 AT4G36920 AP [H 1 MR R E Ohto%2009;
WurschumZ52006
NARSI/NARS2 ~ AT1G01010.  NACH:F:H T AR FRIG R & Kunieda%52008
AT1G52880
MYBS5 AT3G13540  MYBA:3EH T Ll S IDEEPS Gonzalez242009;
Li%2009
MYB61 AT1G09540  MYB#:5:K 1 R R 45 ik Penfield%52001;
Romano%42012
MYB23 AT5G40330  MYB#: %K 1 R R 45 ik 42009
TT2/MYBI23 AT5G35550  MYB#ER T VA7 R 1 g 17 B2 5 Baudry :2004;
GonzalezZ52009
MYB75/PAPI AT1G56650  MYB#FHET SR RGBT L 2 16T Bhargava$2013
FAUAE
DFI AT1G76880  Tri-Helix¥% 3% X - Z: 5RUR 2 G VasilevskiZ2012
GAI AT4G02780  CPP4i Y2 R0 - JA 248t 53 TuchiZ£2007
RSB - SECS AT3G10380  AMEE AR R MR KulichZ£2010
EXO7041 AT5G03540 ML AR R MR Kulich%:2010
ROHI AT1G63930  DUF793 R MR Kulich%:2010
ECH AT1G09330  AMEE AR ESREUT 3 WA AH D% Gendre452013;
McFarlane4$2013
YIP4a AT2G18840  RAB GTP}if§ SEE 2NV AViEPS Gendre2013
YIP4b AT4G30260  RAB GTP}if SEE 2NV AViEPS Gendre2013
RIRA K MUM4/RHM?2 AT1G53500  UDP-L- R 205 & JHI%RG T4k Oka%#2007
UUATI AT5G04160  UDP-fi#figk%iaih #3ZUDP-GalAFTUDP-GlcA#E N Saez-Aguayo?42017
e Y
GATLS AT1G74800  AGPEI Wi ﬂ fe SHGH HMH R KongZ%2013
GUATII AT1G18580  P-FLWHISIRE: Fo R HHG A A% Caffall&£2009
PG R A CSLA2 AT5G22740 B-H % S bl %ﬁtrng KA YuZt2014
MUCII0 AT2G22900  FLH 7% FhE-o-1,6- 2 5 A B SRR A R Voiniciuc%2015b
LW B L AL il
IRX14 AT4G36890  GT435 ik NI 285 Hu4#2016a;
VoiniciucZ52015a
IRX7/FRAS AT2G28110  GT47% ik R IEHEA 1k HuZ#2016b
MUMS/MUCI2]  AT3G10320  GT61%jk KN IEWE A SN RaletZ52016;

VoiniciucZ:2016
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1 (8)
FES HFH AGIfi% EH ik E DTN
YR A CESAS/MUM3  AT5G09870  #J4i &40 Y AR Griffiths%2015;
Mendu%52011
COBL2 AT3G29810  COBRAZKJEEH M ST g5 B Ben-TovZ52015
R AE MUM2/BGAL6 ~ AT5G63800  B-ELbHTiG (EHITEES MacquetZ$2007b
SBTI1.7/ARAI2 ~ AT5G67360  HiliZiAT 1 & I RE RERTURIA] A= 41 RE SR HRE RS 1Y) Rautengarten®$2008;
225 IR (1.7 GO T, R TR O G Ranocha®$2014
BXLI AT5G49360  B-ACHEHFF/a-L-Bi] $37 R B R AR B A R A 5% ArsovskiZ§2009
AT It B g
PER36 AT3G50990 % fkEE36 SSRGS R TR 5% Kunieda%$2013;
Ranocha®:2014
PMES58 AT5G47180 T 1E 1) SR I H G ity HGEMH 5% TurbantZ2016
PMEI6 AT2G47670  FLjke H RS M ] T BB PR A A O Saez-AguayoZ52013;
Ranocha®:2014
FLYI AT4G28370  RING-E3i& % PR R, SANMEEEEE . Voiniciuc%2013
KRBT 53 WAAH G
LUH/MUMI1 AT2G32700 Groucho/TUP1 5 ji SRV E A RS EAHDC Bui%$2011; Huang®%
L7 2011; WalkerZ2011
SOS5/FLA4 AT3G46550 R A RMEEN APy Basu§2016; Griffiths
42014, 2016;
Harpaz-Saad%2011,
2012
FEI2 AT1G31420  SZAEKE NG 541 i BE AR K AH G Griffiths%52016;
Harpaz-Saad %
2011, 2012
WAYNMEE SR, GA30X4 AT1G80330  7RE:#R-3-A ALl PR BERGUT S WA 20 M 3 AL SR ) Kim%§2005
YE R LI A
CESA2 AT4G39350  4F4e R &M PR S AR TEAS Bk AE Mendu%§2011
HARLEE V1A Ak
CESA9 AT2G21770  #F4ER &G PR 7 WA RS Ik E Mendu%§2011
HAREE V1A AL
R R TBAI AT1G62000  REITHEEE A DR ARFN Tsai%2017
TBA2 AT1G62060  REITHEEE A DR ARFN Tsai%2017
TBA3 AT1G62080  REITHEEE A DR ARFN Tsai%2017
GV IE, HEZSUIAE 2 RABRERIER D), 29480%~90%; FRitz 4b, 168 /& ik fifA

VBT o U A, A0 e AN L PR AR S Rk, PR it
I B 22 T U 2 A X LR A AL E AL

3 FhRBRHE AL

MR ANIK A, FhFIRIK, A% 5B A 20 i EE
TR, RGBT 11 48 v £ A ) KR Y9 R e
Sk, R FE AT DU, IR A ET 20 G4k RT B
FEVRUTE T 182 M 22 4 4 (5 (Hanke AN orthcote 1975),
FEG A2 WA ST WKL 43 9 B R i P 2,
HMNRREIR, BT, BN, BRI
W FL7y 25 H R(Western£2000), 32 2 i 73 9 AR 7>
SRS BR 252 AR % % (thamnogalacturonan I, RG

SREWE AN = R A 1 [R) 22 5 - FLBE % 2 (homoga-
lacturonan, HG). W JEHRJ5 s (O BUR, S5HBCN
BB, B BRI AR AMATI S 1 42 2R
R, IR BRI T R WA YR, S ARG
TRBAH LG, BR T RIFE AR 7 SCRG THEAN, N ZHG
TR & A 42 US> BT R A - FLRENT
W), BARA YR S EIHA R, HEEENERHR
JORR R 22 )RR B 7 T 21 R B R E
— LAY 2K A R R B AR AR W cellulose synthase
5 (cesaS) N JE RGBT 25 Wt V&, 7T LAFIAM A
i —#f 5 T #R B (Harpaz-Saad%52011; MacquetZs
2007a; MenduZ52011; SullivanZ5$2011; Yu%$2014),
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Fig.2 Formation of A. thaliana seed coat mucilage
FETUONFR BRI T A B B, el s 2% W R 40, BAETAARBIGRIR . S Francoz4#(2015) FiNorth45(2014),
e

W ERTIR, KR SRR F4EE. L% Willats®2001a), BFEIGHIE, BARAER G EE
. EARAR. KRR TSRS SR 2, (5 H AR R AR RS U T8 S B RURT 45 K
A Fith LL G 28 (Macquet®2007a; Western52000;  4EfRq b K 545 L E IR, — Lo 4 R AN 24F 4
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RO BRI SR AR AR, RGBT R ARG B 1 L e
PEL IKIE SRR A 25 AN R B [ B (Harpaz-
SaadZ£2011; MenduZ82011; SullivanZ:2011; YuZ:
2014),
3.1 R

T A T A AT] AE 40 e B ) B LA SRy, T
IS T ANBE TR R AR E R 4 AR
i pe . Totum AR U il RGBS I S5 A TR A A
YR B AR BNE B . S IR BRSO T SRR
HI&ERANEE, 21485% (DeanZ$2007; Macquet
£:2007a; WesternZ£2000, 2001; WillatsZ£2001b;
Young®$2008), HH T 5Lk o iy - FLA I R 7 2 AR
e, LRGP IR IR G5 A4 (Jarvis 1984). BLKE
EH o 7R SR 7 A I Bl A 53 W /N T A 43 s 1) 24 s
A7) 4 28 B B 2 6] (CaffallfTMohnen 2009; Mohnen
2008; RidleyZ£2001; WillatsZ£2006), = Z 5N
HGAHIRG I, H AR AR5 Ot (HG) M “%
£ (RG DIXIHk(ScholsFlVoragen 1996). [ T iX
T oy A, 35 B BRI 7 R SRS VR O A E AR
/B F TR B, 2= 22 LM S R (thamnogalacturonan 11,
RGII), BAA & EARMK, (H2RG IR LR Sl n
51 AR T B3 I AZ R (ShigE2017) . LAE B
TN YE TR 5 AR 4L 3R AT CHG 9 1 20 o B 1)
5 P, FU I 0 — LU A R IR R A TR RE 1Y
Thik, MR N HIRG 1. HGRIRG 112 A &CEX, &
AT AT 5 4 A ) HoAth 22 B Rl 53 2 Bk (CavalierSs
2008; Cosgrove 2014; Park f1Cosgrove 2015).
3.1.1 RGI

C&H 2 DR, RG WE N4n f B FURG R
Ji HA 2 W SRR, SRR A 4R
[B) A7 7E 55 AH ELAE 0T 4 i B 1 5 R S ILAR L ok
S VERE BAA AR5 B2 20 (Mikshina%$2015; Yapo
2011). RG I'H 3¢ f158 & 194-F- FL0E 5 1% (4-galac-
turonic acid, 4-GalA)#12- i 24 (rhamnose, Rha)¥%
F£2H il (Dean%$2007; HuangZ£2011; Kong%52013;
Walker$2011; Yu%§2014), #lF 7+ HHIRG TKZ A
93, AR TR A K B DL R A AN [,
7 L BR 2R R B 2 gl BT R AP b A FLBE EUAR (Arso-
vskiZ52009; Dean%$2007; MacquetZ5$2007a), i 5
TEO-38L0-447 s 72 A2 53 32, AT TR A A 5] )
FERI(1—=5)--L-F R KE . (1—4)-B-p-FFL Bk [

P AE 2 FL SN B iz A1 2 2L 2 BT (Yapo 2011).

R 1 BB BB IR~ A, JABE 7y S8
N A% (FreshourZ:1996; GuilleminZ52005; Willats
552001b). AR BIAN ], B PR R - B
Z=Hi (uridine diphosphate-rhamnose, UDP-Rha)& J&
HF WL -1 FLMH % 2 (uridine diphosphate-galac-
turonic acid, UDP-GalA) & Ji.l < [7] i) 5 8 Gal Al
Rhaft) & 88Uk, BEIMMARG T & s, H R
T (1) T2 2 45 40 7= A2 B K 1) 52 il (Usad el 5562004
WesternZ£2004). BGAL6GH 2 R4 S HRG 1) 5
X%, RAFARTN 18 7K 5 R AN e 1E ORI,
YL BIRG TH 0 235 A o R V00T )RR TBCR A 140 B

B/ F (Dean%$2007) .
3.1.2 HG
HGRE R & &R ATENZHE, & H4-F

FLIEE IR (4-Gal A) B M 422 % I AN 7 3 [F) 22 B,
TEG BUE & AE R R R R AL B A R R AR
BRAGAE M, ot £ 5 3 Mg gk AT /D B £ 18t
& Hi(Naran%52008; Rautengarten4$2008; Saez-
Aguayo%52013; VoiniciucZ$2013; WillatsZ$2001b),
TERE W B FAMA S, 7R R ER B /R R &
A F HERA, W BRAL FE PR BE b i R R R B
K, BT DAAURE 5 H A 2H 43 (U 2 4 25 R - 4
)T A B 1A BKE U AR 25 4 (egg-box) (Bosch
FiHepler 2005). Hfisft 3 %k 4= 7£4-GalAf¥ 0-6
f7 R, CERAEAEO-2F10-307 i, {H R A= g 2
AR, R BB A 2 Ak i 7K1 2 e SRR %2 3R
A 15 5 55 - S IR BB A B RE 77, 0T R B HEAE
WA R R I AF H (Atmodjo%52013; Gillefl1Pauly
2012; Ralet?2003). H i 5¢THG LBLALE i Bt
FL /> (Naran552008), 1 H B8 A6 0] A ¥ 2 B 5T
fiiE, IRk O 2 DU T TE BRI H R A A2
T B2 0E TR Vo S5 M 4 RF e 2 0 A EH
(Levesque-Tremblay%52015; Rautengarten%5$2008;
Saez-AguayoZ$2013; VoiniciucZ2013; WesternZ§
2001; YuZ52014).
3.1.3 REREMMBEXERE

HilCA 2 M2 51 IKE MR % 5E,
F B FE ML 12 T (nucleotide sugar transporters,
NSTs) I 3 44 72 [ (glycosyltransferases, GTs) P ok
2. JRFF - WEPR-% % b (uridine diphosphate-glcose,




B WY S5 UL TR BRI S R A LA T 7 i 1295

UDP-Glc) 2 41 i 5 22 W jil 73 tn JRE — B IR -Br] hiAp
P (uridine diphosphate-arabinose, UDP-Ara). JRE
1§ R- AW (uridine diphosphate-xylose, UDP-Xyl).
SR 5% - 7L (uridine diphosphate-galactose,
UDP-Gal) ¥ i 4&, EMS th & s, Sh T /R Bk
i A% 9 #4327 UDP-URONIC ACID TRANSPO-
TER 1 (UUAT1)#% iz (Saez-Aguayo%5:2017), UDP-
Gleidk N\ = /8 B s 5 B g MUM4/RHM2 it i 5
B 2 B S B 1L, fUDP-Glc#41k A UDP-Rha,
1M )5 & NRG IR 22 (1) B 2B Pk Bl 4 2 — (Oka%s
2007; Usadel$2004; Western252004), [fjUDP-RHA/
UDP-GAL TRANSPORTER 21 A3 ) e #5187,
A LU 41 %5 15 f ) UDP-Rhas{UDP-Gal$% iz 5|
R AR N b, kT R ) A . GALAC-
TURONOSYLTRANSFERASE-LIKE5 (GALTS5)&k
GALACTURONOSYLTRANSFERASE 11 (GAUT11)
(1) FARA A, RhaflGal A & 5 70 ) 5 0 A R B AR
T RK#130%~40% (CaffallZ52009; Kong45:2013), &
W = F 5 R RE A K, GALTSH E5RG T 3
BEFIIE A A 5¢ (Kong&$2013), 125 T-GAUT11H 1)
REFT AL D, 7R Bk — P it ot
32 A% ER

YL H #R B B (mannan) . 2 H R
X PE(galactoglucomannan). A F#(xylan). A%
E Bl (xyloglucan, XyG)=5 2 H () EFK, o401 BE T
VISR 1/3, 4B 2 AE 3 I M RORE 5T A AT 4R
5 1R/N EE il (HuangZ52011; KongZ5£2013; Walker
ZE2011; Yud52014), Ui iR, 20 B b & A B4y
Z [B)AH AT, A0 A H S v 5 4R 4 3 LR,
98 R 1 B 1 8 FEE (Pauly 252013) o X RS A FH 1E
s TR AT 4ER 20 A B B2 R, A
521 4 32 25 oA 41 i BE 22 0% 3 4 & A2 2 X (Harris
FTrethewey 2010; Pauly%52013; Tan%5:2013), [A
PR DM RE L, IRMEAEIX L 2 08 2 A4
B FA S E I DRSS, S8 T 7 (B ERAR, T kA%
HEH R M. RN REREDTFNA.
3.2.1 HEREWE

H 5 R WE AR T A 4 B v R L
P YE R N, (R AER T YA BE b 5 25
/b (Pauly K eegstra 2008), H #& 5B & 1 32 2
(17 2 B, IR B B LA 5T BLfitli(Buckeridge

2010). R 355 4 AL M EE B E 3, B 55 5K
BT oAk HEE RN, LA H &R, #HE
SRR AN U H 57 N, BT I R AB-(1-4)-
HEERE, J5 R R 0 R R A A
PP H R R AL E RN S
a-(1—>6)- - FUPEREE . SR I+ b R KGR T 2 A
2 F 78 H 75 B (ArsovskiZE2009; Dean%:2007;
HuangZ$2011; KongZ52013; Walker%:2011; Yu%s
2014), IH-EHARZ HIMEE 5 3, Hra,6-H #& vk
EGEE, AR HERESS AR D
FHAZ TR, AT 52 ARG TR 1) T 25 F0 45 74 (Voiniciuc
%2015a), CELLULOSE SYNTHESIS LIKE A2
(CSLA2) ] LAA Hi e H 8 80, esla2RATARI A )=
RGBT 2 L B AR A, (R FORR VR (1 e &
WA A, R TRASAA B P 2R 85E 5 n 25
2, ARG T HP ) 5 R R e, TR
I & i R 2 4 2 ek 2L, 150 T H R R W KRG VR
Hh A 22 1) S BN A A B LRI (Yus52014).
MUCILAGE-RELATED 10 (MUCI10)4it5 - 3.7 H
e JEHE-1,6-HE AL L RE g, 11 DT CSLA2G R H
H TR TR AR H R
3.2.2 KERE

A SR S LR P 4] A 4 B v e o =
BHE AR 2R, hB-(1—4)-H & B F8EM AL,
FEAANF E 0 5 T A 3R BE (xylose) L
AR, RN AT LA 22 ok i (= L0 2 AR B
%2 Bl 22 B 1 SO, 71X e SRE AT LA i — P8
Wi Ak 2 11) (PaulyZ$2013). A S i
ERTERE AL, 75%~80% 1) 41 H BE 5 TR 0E 7R A7 AE
TR FERE 2 MR EE b, A2 5 A EE I
20% (Pauly%52001). A% RHE ] DL E M 4E 5
gh m X AZHk, 38 040 i B 1) 2K E AT 5K P (Alber-
sheim%52010), 5 —LLAfF 7R BH, B AH FHE 1)
GG 4 3k M 1R 400 P B L 4R T R B, E T
A2 R RE R AT, O LR NS IR (Glinl 25
2011; GiinlFTPauly 2011), Kt A% S bE & R %
DURRTE 4 M B T B rp o B 22, (H A2 0 75 1,
YA T AT e 5B — B R G AT DL A ME AR
BEGR AT R A RS . 5% T AR S (1 B AK T
BEAT PR AARE: — i 0 DA A ) 58 0 T e J it
LA Y AT 22 R AR, SU AT E R N 46 ik, i
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1752 M 24 R BE 1) A2 K (Anderson452010); 53 4h—F
HEMPN AT FERE 5 A 4 25 < 1A) 1 B 2 e e gk 4
Y 35 55 ot i b FLAth 4> 1Y) LA (Cavaliers$2008) .
3.2.3 KRERHE

AR R I F i T R A A B T S o A 4
REM 2 —, HERFYAB-(1-4)- Kb, K
PR AE LA G, ARBE ST A AR B R
BEEE o AR B 0 EDOAC R 5 P A SR Ry i i
T2 A ZE B (glucuronoxylan, GX). B i {F A 5 ki
(arabinoxylans, AX)F1 B2 5] H7 {0 A 5 B (glu-
curonoarabinoxylans, GAX) (SchellerfllUlvskov
2010). A TRBEAE K AE 20 B BE TR TR IR 5 oA 22
%53 22 Bk (Rennie fllScheller 2014; Schellerf1Ul-
vskov 2010), 345540 S BE PN LI SCHE TR, A FRpE
dif B [10) AL A AT A £ B 25 A BT 3 B, SR 1
(Rl HH T3 8 B TIo vk 7K 52 26 I A FH 36 R 1) v £
(Brown%5:2007, 2009; Lee%52007a, b). LG 7+ Fi i
RGBS H R SR B T RE A7 A5 SR ABLI) T g (Voini-
ciuc&:2015a, b), A FENESRE 1 RAZKirc 14 (irregu-
lar xylem 14)HMlirx 7 BORGBU HHOR SR & 2 53
WD, TS AT SR S B 2 R 2 PR R (Hu %
2016a, b), 1t BAATERE 7] DL 45 dh A A 4 25 <SS B,
SRS R LB SCHE R B . T A A A ST SR I
AREVEREN FRIZEZHERG 15404 Z 1 5CBE, X T
b R A YRI5 55 B2 PR RS Bt S 5 T o B R E A
(Ralet2016).

IR RS T T UANBTE IR TG & RAH O,
HH5IRREGULAR XYLEM 9/IRREGULAR XY-
LEM LIKE 9L (IRX9/9L). IRX10/10LF1IRX14/14L,
B R BEGT R IR, A2 5 AR R+
BT B E . JRE RIERR, EHLFE ¥ HIRX9/9L
(R0 2 2 % ity vt Pk S E 26 20, IRX9/9L 1] g s — >
SERE A, A T e 5IRX10/10L H/E(RenZ52014).
WA RIE R KB (Asparagus offici-
nalis)*1 AoIRX9/9L. AoIRX10/10LFIA0IRX14/14L
AT DALE S R AR T T BOR SR B B 2R U S 1
{E UL 5 i BE LR ST (R ALTRX9/ L [R5 HE PR, Ao-
IRX9/9L R A7 {EDXD AR 747 £(ChangZ52011), X

UDP-HE 5 1 25 G A1 ¢, Bl 8 A R 45 4 0 b
J AR, R ILIZDDDAL 255 F 5 A R AL

TETE IR B3 R (Zeng%2016), 578 T Ao-
IRX9/9LFI e EEAE N E A&t E R, ¥
IRX14/14LFITRX10/10L45 & 7F 2.
3.3 4R
3.3.1 AYEREMREINGE

VR ER Ea o+ 5 AR R, 4F 4k
BRI FE Al 5 48 B 0 2 AN 7 STHIB-(1—4)-p-7 2R
T, 18~24Z BPEFEE I 73118 R0 7)1 A S5 DA
NGB ) 5T AT HE B LT L2 850, 125 WE
B 4 s 2 20 PR TRT B, 2L s B AR b B2 KGR s, £
RGBT 32 70 A T AR /I B FC T S 14 St 42 22
AR (McFarlaneZ52014) . 47 5 S 5 #1 4)
B B8 5 AR B AN [R], 7T 79 9 45 A 21 4
KM EMAME R, 4= LS540 EE b g 3L
b 22 05 0 R B 2 £ 3RS TR LB, A R
PRAZ AT Wk 45 A8 23 5 Wi 21 4 35 (1) 45 & B2 (Cosgrove
2014; EndlerflIPersson 2011; Griffithsf1North 2017),
T 2 31 A5 41 0 BE 25 A 24 i v 2 T AL S AR
HH (Griffiths#1North 2017; SchellerflUlvskov 2010),
JCIHAE N E RGBT 5 A B RS Ve 4 & R AR
HE BRI S 5 0N W 40N B I A Bk
W, R I A 2 5 BT IR AN T iy S8 A HS 1)
WA . —LRLT AR G B A I R AR, A
JE RV SR L B I ¥ ) 2% Y (Harpaz-Saad 5%
2011; MenduZ$2011).
3.3.2 AHUZERMAXER

YRR AN A4 R AR Ak
(cellulose synthase complex, CSC)& i, CSCH &
/D3 A 4k K I (cellulose synthetase, CESA)ZH Ji%,
IS A5 AR BCBRAE 45 %0 R 45 14 (Griffiths MNorth
2017; McFarlane®$2014), {K4EFH. HAUFAE K
I I AR, CSCHIALEK 73 AR A [F] (McFar-
lane452014). CSCHE 2 7E i /R FEAA Ji N A B,
I EB AU AH O 1) 41 4 2 A il (microtubule-associ-
ated cellulose synthase compartments, MASC)iz %
FIGHMIE b, BET S AT 4E R o SR I RORG TR
R HILT YR A R A iR 3 Z HCESA3, CESAS/
MUM3HICESA 1024 1% (Griffiths%:2015), SALT
OVERLY SENSITIVE 5/FASCICLIN-LIKE ARAB-
INOGALACTAN-PROTEIN 4 (SOS5/FLA4)FIFEI2
73 50 4 5 218 4 TR BT R A1 2 L SR M B 18 RN 2R 32 AR B
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My, LB RARR R 520 4E 3 G B R AL MR cesa5 2R
8L, PYJE RIS Fh R 255 R B, (H fEsos S fei2 1]
KB N Z . AEAS— 122, CESASHE T 200
212 1B BCRS WRG YUDT 5 Bl Bz IR R B, SOSS AT
FEI2 WA 52 21 4 2 & i, ARG ] i i 52wk
5T A1 2 2R 5 TR 1R S8 TR T S M R R (1) 46 74
(Griffiths%52014, 2016). It4F, COBRAZKLE H
COBRA LIKE 2 (COBL2)Z 5 [ RG#J5i 73 i 41 i
o g A AR R TR S AR, R AR AORE T
SRR O ARARTY 2%, KRBT I 25 K AR AR 1, JEH A
5 7% (Ben-Tov&52015)
34 MHRREXNERR

RERUTE A AH 9% B 1 B FUIRAR 2D, R K
Iy R FERTRR A 0 b2 AR A R IR VE
R IX R A AR T R RS 5T
AT ol RS VR 5 B 1 5P D R AT SE N B =
BT B SR T 4 B ORGSR A o AR /N 1 B
EE AR 7+ EE RN, Z /Bt 7e R4
P BE vh K 2547 1008 2 F 5T (Albenne®$2013). fiff
F o IS R 0T 2E 5 1R 07 DR ARG T ke
TAA Ok, % H28FR R &, ARG
TR R DA R A 2 B v RTORG R 5 38 R A
)8 H(Tsai%$2017). KRR A S Eh &8RN
F 5 ML — B NTESTA ABUNDANT (TBA) &
TESTA ABUNDANT LIKE (TBAL)#E 4, 1%2K 5%
HE R B RERZ R EHT~10R KL, RikZ
B B FNARST. NARS2HITTG1 [
. SR DIRETN, W H R E RS A
V2 O-FEHALAL 51, W RER A B ), H 2
5T, WA RINtbaZRAEARKG 5T PR R A, — L8
4 B B 2 1 1T DAE S [ 4 i BE 22 0 2y 2 R) S )
WrRAEH, WAGPsEE AW LGB HAIA K. RG
DHIHGHE AT 22 K (Tan5:2013), ATTTKE 4 L BE iy 54>
FUOBEH S IE ORI AR R . A, A —2K
AGPsHr 175 REUTT 1 45 1) 4 = b R 4% 21 AR
F, WiSOSS & [l i FEI2:8 #% i 4% P Z K5 UR 5
Tt 52 (165 B M (BasuZ52016; Griffiths5$2014, 2016;
Harpaz-Saad%$2011), A AMERGR T 1K 2 F 5 2
B A IR K Z 5, WERBR A 38 2
VEE 5T, T A0 2R W 5T AR AS A7 L 45 6 AH DGR IR
AR EHAE S5 1 B (T (TsaiZk2017). BRitbz 4h, 16

RV 5T £ R 7Tk KB T — S [ AR AE T4
M BE ), ELWNPER36. MUM2. BXLI,
SBT1.74¢, X 3 W20 ff B MUK W5t Hh A7 76— LE A
) PR AR P, X — A SRR RS RS RT BAE A
2 it B 25 1) 5 T RERIE 7T IR B A R I — W A(Griif-
fithsF1North 2017; Haughnf1Western 2012; Voinici-
uc%:2015¢).

4 MRS IRTEREE R &

R A 2 5 B W B AR 2 B A B 1 55
HAEA BERCEA, H AT X TR OB 10 A
%, FEOF TAEE PR E B . RIRTE
B G A R A RIS, B 4 1 38 40 i B 5
B RAEE MM LR A BEIE R RIEEH . B
JRE 2 R A AR FE I 7 AR AR KA FE ke T 48
Fi B F B AR M A T R, ol R R TR ) 485 44 4
PR CEIER . Rl e = B
A ST A 4 A (1) R BR F BB B (pectin meth-
ylesterase, PME), 1%/ 1)/ F 3= 2246 HG B
HEEBR 2. PMESSTEFRN 7R & ik fEh Rk, 8
J53~6 dik 2T, pme5S8FEAL R, PMERIE M P,
HG H ERACFE BE 535 T 1 (Turbant452016); (2)F4fi
FP & -1 T~ (pectin methylesterase inhibitor, PMEI),
X — 2K A LIS 45 A PME (14935 P 30 57 M T 417 1
PME (13 14, 35 17 18 4% SR J 040 R I Ak 7K, 51
PMEI147] LL3NHI PMESS FI3E P, 5SBT3.5F1
PMES 83 [7] 1 4% J fice g A%, 338 1T 52 1 A 90 179
TEA 4 Ky (Sénéchal&52014, 2015). PMEI6GFRAL
SEPMETEPET iy, M 5 b 2 s Ak, 4544
T ECE, BRI AN B8 IE 5 R I(Saez-Aguayo
52013). BT LR PR R & HERAAB I A O
B[R 2 Ah, A — e H A AR B 2R 2 5 R R
PG 2 W EE AL & SUBSILIN PROTEASE1.7
(SBT1.7)& b5 — AN Sl AT B 22 2 2 2 A g, 7] LA
T I A PME B IS PMEDR A R IGHG 25 F
figfb i 72 (Rautengarten®£2008; Ranocha%$2014);
FLYING SAUCERI (FLY 1)4ifit—/> HAG 5 5 45 7
(IE3IEH2, nl 8 ik 82 PME 35 14 ok i 2 1
i FR A K ST, Ay 15878 A b B R v o SR e R i
T2 P55 W 25 B A1, RS V00 8 T80t B B4 (Voiniciuc 55
2013). w1k H AT, CHRIE S5 R0 ROR R R
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FH IR AL KA R — S, T O¢ T L R s
BUREHZ F o AR, R FLEUNIG
HOMOLOG (LUH)/MUM 1@ i i % PMEI6 F/l
SBT1.7/3IA K2 i 25 B A 2, luh R
AP ol B2 RS 5 T8 v OE R R L(Walker%52011;
Huang%52011). s — Tk 5T k18 T MADSH 5%
[A-7-SEEDSTICK (STK)if# it B % i PMEI6 ) %
15 R P ORGSR R I 25 R R A, sek TR A48
IKJE RGBT ASRERE L (Ezquers$2016) . Fr /' LUH
MISTK, 124 A 1k ¥ A At i 42 B B R o SR IR
FR L A T P 2 i DR - 5 o

B T R R A A, SRR P 0] 8 A %o T o
R ) S e Rty . ANMUM2E R 9w
i —/B-PFLBE TP B, TADARFN 187K 5 SR 72
AABEREG BXL1GR S — X Ih e B- A B 7 i/ -
Bi Sz AT R MR B TR, Bocl 1 98 AR A4 b 38 7K i R Y00 1)
B> . MUM2HIBXLI2 5 T B £ E
5yRG 1B, —3& AT LLZBRRG TH)MEE 4],
M55 B AR SR 5 A g R 45 6 Pl BB
ICAE L, AT BRI 1 SR (1) 8 fit 5 B (Arsovski 55
2009; Dean%$2007),

5 MR ATE AR AR A FR

e G ¥ 40 L B ATE 7 B AT DUR RIFRE: (1)7) 25
RPN A o 20 i B 2 20 i b S AR — & 53, T
HA5 R AR & 50w, AN 5 3R AT 205 = i) 2
MEE Ty, HIREU At TEE %, P R,
(2)FEHL I G BEAEAE R H T AN RIS 40, i
THORKIBRE, TovE R AR — 4L EU0 A R 40 i
SO, DS FT R A 1 4 0 A A S 2 o A i A i
BE 4R, — S S R R IA M B B ek
FoRE . (3)IUH T B S B i B AL AT A 95 R S ik,
545 4 0 B 2 i 2 18] PR A2 R 405 ) 7% ) 1 IR sk
TN BRI, B TR e PR ] iz A R (Ara )R 2 5 42
RV TR, DR G A3 3] 1) 20 R B O AN 2 L R AR A7
FEIRS, Toidoxt Herp 45 My BEAT RS A FORIT 7T . (4)
L BE R A R b R A S R G,
REEFER RAZEE S FEBUR ™ HE R 8t
Kr, LB TCEARE, XTI TAERIIT AR
WK (54 HRBERT FT AP A7 A2 K E D RETUAR N 2%
P, L RRARAT B R A, T2 RALAR T e R B

RGN (Haughn Fl Western 2012),
CLADL R T b B2 A 08 i SR A Ak 3 0T e 40 i A
ZHERE RS R SR — K& . DURR ERG

J A 5 20 B U A (R AL 27 By, R RAE
— P E B AR R A R AR A R, X R RS
TRDT 5% GEAIT 90 400 P B 22 0 1) 45 ) S BRI B
$2o () H AT VF 2 F0 R I — LOR5 2 B B
WA 2 2R 1) A s A% 2 R BE R (A BL(Griffiths
HINorth 2017), A4 1T & BURSHUTT Hh ) 2 1 BT 4
L5 2 W B R 43 AH ), R0k m DR RS 5 R AR R
I BE 22 W8 1) A oA A R R R LS. (3)H
A RSN TR i R AR AE KR B AN
i PR, RGBT R 2K A 4 B W b 1 1R W R ARLPR 1
ARG, PR — L8 3 BOBOAE RN 1 2 B 5 e
K], AT DA F RS VU5 AR 2R HEAT BT 9T (Western S5
2001). (4RI . RRTUE K RIRE I, %
B, WA s 3 2 ERRR . ()RG5 1)
R LR T B AT 8, fERBUR T e e &
FH I 1) 1A% 2 () D7 VR 4858 T VF 22 2 R BE 5 B A
&) B B2 EE K] (ArsovskiZ$2010; HaughnF1Western
2012).

ER R 0T A B 0 2L — SRR, B RS
Ji ) AR T2 A /) T4 i BE (Albenne 452013 Tsai
£52017), df/b— Lot EE b ) S5 R B BT RS
Jo e FH o 1 24 6 A P, TS o oz 24 o %) i R 28 5 R
A3, R S R I R AR REA AL
EAE, WA AdFH IE [m) s A% 25 (R T VAR R 5T ok
A 213X 28 85 1 5 (Haughn Al Western 2012).

6 RZE

TR R 22 R IE 95 U B RG UB  ) = 2R 2 W
B2 A AE FEAN ZZ I, H 2 AN Ji i A2 DA AR o 4
FACIRAE — k2, Horh 2 B A RUAGPIE A K
EAEH, BT &g RA—3, Bl eEn
(Atmodjo%$2013). [AIi}, XFF—L4L 2 5% 7 tRG
T ZE R M T BE RTS8 D, BRI T 4R/ i e
il 5 AL 0T T P B LR VAR I 45 ) 2 Dy e b R 5,
2R N 5T IE T Bt — I R

O RN 2 B 20 3 o SRR - 21 4 3R AR AE R
2 R AR b G T et B 35 1) 4 i ] B
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B L EE RS VRDT, 5 AR, B o A R R
A T G B B A2 A ) 240 B ESORG VBT R, (X
PR 2 T 5 5 58 4 4 () 1) 32 a7 U AN
1% 45 (Worden%5:2012).

b 5 Jo DR 2 AR 20K, S 43 7 A
TR 7R 5 R 5 R B 2 8] (K R AR A R BB
2t 2 FEM AT, TE TR B R
W KGR T e RRER) T, (HE A KE
(1) FAGAA VAT 5 HE PR B0 RS SR, FE N AE A R
Y% WX 2 I A7 AE R R 128 1,V 28 R 95 AH D
5 () SRR T R R I, R A T B 2
FU A 7 X G U 2 X 2%, T i A R 2 (R B R
IR Y05 7] 4 B 7E — e R b FHA [ 1) 6
VA2, DRI B TERG VBT T A R TR 4 X 2%
16 B o b P AR B P 5 1, TR R 2%

BB REBRHY, BB CS
Fifi Bl SR 2 R B 7 — S MRS VR AR S B ), B
I WIS B (PORG0 BE A A, HR X T IR A
DiRe. SHEEEEAHERE. BRI, HTHS
W E AR R SRy, —SKFERENE
SPINTERR - 1V &/

A, VrZ P Fn ek, SRS
FEAETN RERG VRS 548, 5 P Y S R 2V 2 (1)
RAFAR, {H AP A R B iR TR R 1 3Rk 1 R
SPIER, BAR 2RI Yang®E(2012)i i R 4 K A oy
M, TRICER R AL, FRIEE T e, (22
R TR B 2518, W AR R RG A 2 ik
b, FEAE T 254 8705 4TI, AH A K T X Fh & 44 ]
W, DA RAEH AR A A R I, B
BB ) A0l o DS BB, RS IUTN T — SeTE AR
Vb ) ARG B4y 2L, A L A e dh,
I B ARRG VR 5T 25+ P HE LR, BT RARE B 3RATT )
) L) A AR, D0 e TR 5 ) fe ) B
fift o (RIS, VR —Fhp A o A= 40 i B, RG R0t
F2 4 Jf B 25 K RN A ORI 9T ) — Pl R B SR, [l
TG 77 A T I R AT DA B A T B A B A 4 i
BE (107 A2 Je iAo
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Abstract: Plant cell wall is the most abundant renewable resource on the earth. It serves as a major resource for
energy, textile fiber, building materials and papermaking raw materials in various aspects of human living and
industry. The mechanism of plant cell wall biosynthesis and regulation has been a hotspot in recent years. Elu-
cidation of the mechanisms underlying plant cell wall formation will not only promote the efficient exploration
of renewable energy resources (e.g. bioethanol), but also of great significance to the efficient utilization of lig-
nocellulosic biomass in medicine, food and textile industry. Some of the cruciferous (e.g. Arabidopsis thaliana)
and Plantaginaceae plant species synthesize a large amount of gel-like polysaccharides (mucilage) in the outer
layer cells of seed coat during the seed development process. Upon imbibition in water, the mucilage expands,
ruptures the outer seed coat and releases, forming a transparent gel-like capsule surrounding the seed surface.
The main component of A. thaliana seed coat mucilage is pectin (mainly rhamnogalactoside I, RG I), but also
contains a small amount of cellulose and hemicellulose components. As a specialized type of cell wall, seed
coat mucilage has been considered as an excellent model system for the study of plant cell wall polysaccharide
synthesis, regulation and interactions between different cell wall components. The research using seed coat mu-
cilage has the following advantages: easy observation of the phenotype, simplified separation procedure, rela-
tively homogeneous composition, no adverse effects on plant growth and development, etc. This review intro-
duces the recent research progress on the formation and composition of 4. thaliana seed coat mucilage, and its
underlying molecular regulation mechanisms.
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