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Plant Cell Wall Loosening Factors
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Key Laboratory of Synthetic Biology, Institute of Plant Physiology and Ecology, Shanghai Institutes for Biological Sciences, Chi-
nese Academy of Sciences, Shanghai 200032, China

Abstract: Plant cell wall loosening is a necessary physiological process during cell expansion throughout the
entire growth and development of plants. Several types of factors including expansin, xyloglucan endotransglu-
cosylase/hydrolase (XTH), glycoside hydrolase and hydroxyl radical (-OH), have been known for functioning
in this process. This review summarizes recent studies of the loosening factors in regard to their structures and
characters, working mechanisms and effects on plants.
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AR T I A AR, I HLRE MR % S 40 ) 23 A0 R
DNReSEI o 40 B BE T B E0 455 41 i B (1) #4 sth 15
Ky AR Ay G A3 S PR AE R . I
o i BE AR st 6 )R B A A IR ZI R R, A
K52 B e B RV

TEFEY) R B LR T, 20 2R 40 M o 3R A 1 4
J, 40 75 2 A0 M R S P O A 1 % SRR S A
Moo {Egnfud i #E v, OA BIA) AR 40 A R R 48
7 L LU B 5, PRt b 200 A7 — R BIL A
P340 o B I T RE NS R AR At . {ERED) )W) A2 40
R i 2T 2ff 2% R A T SR B 2 1l 1K) ) 8% 45 ) 2 ik A
R R Z BRI . W Y 2 e 2 — A &
W 24 FF T, T AT 4 25 T AT 22 5 A0 I SR R ) S
{18 e DA R A2 TR 2R R 11 W 584 W A Sk 4T 22 50T, 4 i
BEfA s, AT T 40 B BE B & e mA . H
H A 9T 3R B 2 55 0 R A st s A R A 5t DR 3
FATVYRE, B 52K 3R (expansin) d . AR
Bl PN 860 I/ /K ¢ §# (xyloglucan endotransgluco-

sylase (XET)/hydrolase, XTH). #fHE/K fift i (glyco-
side hydrolase, GH)A¥%3E 5 H13&(hydroxyl radical,
"OH) o A% 3C 3= ) 40 Jif B AL 5t DR (1) 45 A R AIE
YE ML M2 LAE A A I v AR AT 250,
I AR ST I AT e B
1 BhkE

ERE SR A0 M PR T AR K IR () Rt ey,
CosgroveSIZI % KL T el 5| A ke 4 fu B g 2 (1)
WA, IR 4 8 21K 3 (McQueen-Mason %%
1992). WiJG RIZMK RT ZAEAE TR, HEl
HnTREZ 5 R 40 i BE ¥ £ 5th (Sampedro F Cos-
grove 2005),
L1 EREERREREESW

IFISERAS IS N AN N 78
(http://www.bio.psu.edu/expansins/). XK K
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WRREAT R G R AR o0 4, I b i M 52k 2
FIGEAT 73 AN, R BNl 444 o=l
JKZR(EXPA). B-IZIK R (EXPB). IZIIK = A E
A (expansin like A, EXLA)FIEZAK 222505 FIB (ex-
pansin like B, EXLB) (KendeZ52004). X445k AE
ARG IR 23 426+ 64 3FIIAN I, EM B H I,
PP IR2T, 20 2R14A, AKAE AR5 34, 19, 4
114~ (SampedroflCosgrove 2005). N[V 5 5 )
T 2R 1) B IR PP 1) A7 20%~40% ) Sk

MK ER 2 T AT 250275 S AR R,
P AN G5 ) 8l Je — B TN B A 20~3 0 2 25 1R
BRBEIAR T IR . 4R8I (domain T)H1120~135
AN LR TR SE A R, e R 2 B K A A S KR
(glycoside hydrolase family 45, GH45) % 1 # i1k
SR HA 2 W FEEYE . 45T (domain IT)
90~120 2 FEMR IR AL 2 1, 5 R AR Group II{EF)
T8 85 F (group 2 grass pollen allergens, G2AZK
) B AT — 3¢ [F)E I (Sampedro I Cosgrove 2005).
XTZIK 2 ) 44, B ArEdE G — AN E A R A
G5 R SR 45 Ry BTN A e i 44 4 I K 3R (Kende 4%
2004),

Yennawar%5:(2006) % £ K (Zea mays)JEXPB1
(Zeam 1)Hr AT = 4E AR S5 Ky filt b & E: EXPBI
(1) 25 A6 SR 5 GHAS G5 (P AR A A7 s EARALL, H
LR D> — N R A TRIR AL, X 5R AL /& GHAS K ik
Pt 7 P T D6 T (R (A B 2 . EXPBY) 45 #4455
ITH 84 B-strands 20 2 24> SFATIRIB- v )=, TR
R BB F - =W IT B 4kl . X245k
BB KT R A, HEDNX AT R S W AR
(1) 2 K 455 A7 s (Yennawars52006) . 0 Aili 5227 £
F-E& (Bacillus subtilis)H 7325 H (2K 2 A0
EXLX1 8 di A A b A 8L e A AR SR LU S
(Kerff&:2008).

1.2 AR EBE R EAERNLE

T2 K 35 45 f 315 GHAS KR I ik 1k &5 7
BSABL, A N HEDI 2 K 25 T e HL AR SR K A
g 5 N P HRTR R i 1 YR (Fry 1995), )i ok R LI
JHK 25 5 M 3k Lk /> GHAS S5 A AL T 0 75 10— R
KA MR, HEM K 2 AN AT X R s 1, 224
A Aiff S AR W 3818 ) B 7 (Yennawar£52006) o
R AR AR Group T4EF i #UE Phl pl H

(EXPB XK Ji% £ ) AR A AL F 5T, GrobeZs
(1999, 2002)HEMI K 25 1] fig A& C1F- e 2 1R £ 11 i
G, e Tk A A4 M (1) 5 A B 1 T A 4
JROBERA S . (HE RS BT SOA I K = A A
1K B O P (LiAI Cosgrove 2001), GrobeZ5 Mj 52
B S ] & T E4IPhl pl 5 T T BN
PR AR 1 g 20 T 51 1 R & (Cosgroved52002;
Poppelmann%5:2002) .

HAR H TR A I 2 HAT AT S,
1H 2 2 11K 25 10 S R (1 1 AR 40 40 T B ) A% st 497
AN EXPAFIEXPBZIK 22 BE A 4 23 11 41 A
B 52 A A A PE(McQueen-Mason%51992; Cos-
grovedi1997). ik, MM A AR P, 7
NN EE A URD IS B RT3 5 4N i B R R, JF
HAS S wi e A B it vl 98 R A 46 1 (Yuan 5§
2001)c [F]INF, Sxof Jz K 2240 it 40 i B FR B BT 50 K
IH: EXPA T A Al £ 24 22 41 1l 1) 485K B4 1 A A
2h ot 3=, 1 H B8 U (7] i i 5 21 4 25 0T 41 4 55
() A AEAE T, HE W0 3L 55 4k 21 4 2 ) 1) S0 (Me-
Queen-Masonfl1Cosgrove 1995; Cosgrove 2000); H
WP N2 mol- L7 R F5 4T 141 M ke Py [y &k, T LA
HBEADL 2 K 25 0 41 B R (1) 49) 3 4% . (Cosgrove 2005);
EXPAA] LA B 21 P SR U5 11 2T 44 32 A3 SR 0 41
BN A Wk N 9 5K (Whitney452000), 12
— BRI, EXPAFIEXPB ) i) 5 A4 54 A
AR &5 5 1k f v, HEDUAAR P9 EXPAR T A ] 26
Bl LAt 40 B BE 22 W A B 1 AR LA B, T AR A
EXPB/i# J1 A B 55 oAl 40 i B 22 0% AHZE 1K 9E 24y
B IEFE (Yennawar252006) . AR 2K 3% 13X Loy
P, Cosgrove (2000, 2005)4& H— K 25 11 AE B
T PEAE LAY g K 550 0 59 4 40 i BE 22 6
(RLHGBE 5T 2 B LT YL 2 T AT 22) 2 TR) ) AR AL B,
i — S8 2 WEAE 2 R IR B R W B, AT 5]k 40 i B
G2 RE L, XA AR T R
RS 58 . XK SR PO A FRATTRT
[l S ELIN I PIN
1.3 BRREEMFEIE R EIFE

MK 38 KRR 2, W9 R AN [R) I JIK 32
FERIEA R4 B . A4l S b A AN R Y
FKik, ZHMMEKEE PR Z AR, 5
K WRE. MHRE whE R RSk,
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aEE MV AL IR KEE . R,
7 M 3 R ) IR S i 3 25 AN (] PR 333 R0 A 858 4k
Fi(ChofllKende 1997; Cosgrove52002; Sampedro
HliCosgrove 2005).

TEZ A (Lycopersicon esculentum Miller)Fj -1
WL RE T, LeEXP4AE W36k X s 5 ik, JF
HILR KI5 WLt AR B — 3, 4D 2
LR ) 7% A4 (Chenf1Bradford 2000).

TEMAI R E T, IR ks AR .
P S RZRK R ALEXP7RALEXP 181 33 v] LA 75
B 45 (ChoflCosgrove 2002), RNA T3k
AtEXP7 (AR IE AR BAHE (LindE2011); K2
K GmEXPB2 ] R HERR A0 B i) 404« ARG A
RS T R W L (GuoZ52011); K A K 25 3L K Os-
EXPAI7HRIOsEXPA20 W T AR B 1 K (Yu sk
2011). FEAiLeEXP183IA ] LI I Fr it dh i) —
A7 Frid (Reinhardt?51998), B R IEZHK 2 CsExpl
CINDS RGN G G I A R R FE VA Al
AR KA 37 %5 (Pien 52001 )

JH HE EXPBIE R PPALAY A Sk 1 23 A X 5 I JAe
(R Je S S 208, IR 1k 8 4 A AT Sk SO
FEAEATE TR AR KR P (Pezzotti®2002) . B2k —A
EXPBIEDN G 25 S 2o by 5y SRAR, 10k FERTT I
FEB ANREAR B MRl A, A0 A 7 32 B (Valdiviasé
2009).

RS BN g B Vs R S = Y.
RIET i Le EXP 1L PR 23 il SR S A 4 R AR K,
M REAR IR, BT 1 R SRR L B (Brum-
mellZ5£1999). JLAbZK IR -t A B B RS RALAH K
I i Bk 25 BL R (Rose®5:1997; HarrisonZ5:2001; Oben-
landZ52003), 7540 HE FE IR HE 33t 2k ALEXP 10,
] fE A AELRR I B ¥ (Cho M Cosgrove 2000); PhYF
BB R (Sambucus nigra)h, L4 v] LURF 15552
A EXPAXE R AE A9 i 7% [X 36 125 (Belfield552005)

AT AV B T K 3R At EXPA THRE R AR AL
O D40 vh 235, I 58w AL I TR HE 2 R
W RIKAtEXPA L] N6 S 10 ALIK T, ez W)
R S (ZhangZ%5:2011; Wei%%2011).

WK WZ Y THEDOCEEK. A H R
AN M e oA o A T ST R L T — S R A
3L (MilioniZF2001) . A4 1 — L8 2 ik 5%

EXPAXEN W] 8 2 5 A 1 2 i (Gray-Mit-
sumune®5$2004) . A4 T4k 1) o b m g
k%S Y, £ — N YER LRk Ligon Lint-
less™h Z AN 32 FE R 2 2 1 1 (Bolton®52009) .

Tiob, K E S — SR e R R E K
B RE, WifE GRHEY) %08 1) 4 K (Giordano
FlHirsch 2004). T IHRZH 24 b 22 B 3 BT AR 1 B
% (Balestrini%$2005). 77 A M) )£ £ (O’ Malley
FLynn 2000) LA K5 5 ka4) 1l K 5 57K (Jones
FIMcQueen-Mason 2004)%4%

I ZR R IEBR T 52 BIX L8 B HERE R 4%,
P AR DA 1 0 SL AR R g . an K 35
BE DR 1R 208 5 s 7K RN Al 85 28 053 IR OK R 1 TR] (1)
PRI AE K B AH G (ChofllKende 1997); BRA A )
ANV IR ESY PR EN VST 3 e 1 e PN
(Vreeburg®$:2005); M5 AE K31 AT 155 AR 2 ik
2132 7X (Hutchisong$1999); Y& n] = AtEXPAI Y]
#KiAE(ZhangZ52011); + R 0] i T WK = 1) &1L
(Wu%51996). 1H 2, I 3 1) LT L AT Fr iR
NI
2 KERENEEEIB KRR

BRI 2246, W50 I 40 Mo B b 1 — 2R R A
SERH R T i K P, BEME AL AR SRBE 2 1K
il 5 PR, T — e TG LA T 40
BE (KR ot J2 A4 (Fry%5:1992; Nishitanifll Tominaga
1992),
2.1 XTHREEBRHEEM

XTHs N 2 5K K G gm i 1t — 250, & T
IKARIEGHI6 K o S5 — M % 4720~60
NXTHE A (EkloffIBrumer 2010). 4% H P H1EFAE,
XTHs#¢7> A1, IR = k2% (Campbell F1Braam
1999a; Rose?52002), 11125 XTHs X 1] 43 A IITA FI
B /2 (Baumann$2007).  H Fi & IS, 1128
FIBIEXTHs HAT 52 1 B (XET) GV, 1M
ITAZE H R Ik /K fift B (xyloglucan endo-hydrolase,
XEH)iG 1. B 5L AL 3 10 R TR, B2 A
[F] 1) M () X TH 2R 8% R 305 %5 5E (Yokoyama %5
2004; Michailidis®2009). {HJ& 7 & #1530 (1) 4
E R WA RS R R AR R IIITA X THE
H, HEM X THE F 0 7K A B S 1 A2 1A i R )
(Baumann#$2007; EkloffliBrumer 2010).
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HAi, X H AT XETHXEH P F % P16 2 2
AT T = HE G HRRNT . 228 (Populus tremula
xPopulus tremuloides) Ptt-XET16-34% [ A XET
Wk, B 4% (Tropaeolum majus) TmNXG1H AT
XEHVEPE . BT 8 18 A 45 48 1) 4 At A Lok,
5 A #E 2 (PDB, http:/www.pdb.org)[KID %) %)
&: lunl fl2uwa (Johansson 2004; BaumannZ
2007). 73 BT R IVEATTFIGHT6 5% 1) B 01— FE#R

HAB-A& L (B-jellyrol) &, ANFKEENTAARK
JDEI’JF”%,:; O AERR, AT LA G i B0y SR 2 6 (Bk-
lofflIBrumer 2010), XTHsZ [ (LA T 51
(H/W/R)-(D/N)-E-(I/L/F/V)-D-(E/l/L/M)E-(E/L)-
(L/M)-G (FRIZ L m i LM 2 LR, Hoh 2
BRI SELRA, AR AR Tt
Ao WIFGE R AR A s B P o7 2 P2 B 22 2 PR Bk
B (R N-BEBEAAS Mook g 0 P A7 5 250 i (K allas 55
2005; Van SandtZ52006). N-HHALA 2 AEVIIZE
TR, H A ITA P A AFAFE (BaumannZ$2007),
DBRN-BEREAAS 13 ROR FRAIC 2 1 R A8 € 1 O 5
WiE A IE 9T &, 53 4hPtt-XET16-34 F1ITmNXG1 1)
Cliig A7 e B DR ST (1) 2 ez B R B, wT LU B B,
TR E B A5 R ) B 24 (Campbel L F1Braam
1999b; Kallas%:2005; Ekloff1Brumer 2010),

2.2 XTHsHI{ERHH

XEXTHsH 1“0 T 53 BB AT 9T — Ho2

e WFFE RN, XTHs A AR 75 Sk K R i 25
‘B L (retaining mechanism)3E T8 44 S W (1
). UXTHYHJEWL GG, BRI, JHE
JSC— iR L - R LA e ()= 4, SR G B TR
R 4R 2 B IR R IR 08 JR i BROK 3, R AR R
S N (XETE ) 8 A& A2 7K A S 3 (XEHSEPE) o

XETFIXEH 4 72 7 (1) Je il 2 2L 2 1 85 R 1
F25 RN HTPHXET16-34F1ITmNXG1 ) = 4 45
PRI 38 (0 55 K 22 A6 T I 45 5 AT s v )
(PPN 2 by, B T 456 07 -1 5 -2 A7 55 )
R (loop ) FIAL T+15+2 A7 5 ()32 (loop2).
X% SR SLA R 1) 8 R A AT R, IR AE PR
il £ 1 T A A a2 S, T ER 2 U0 R 2
B R 21 AN AR (XG4, TTIA T
HISNAIER(G/Y)NIGHIA o« B TmNXG1 IR
2450 5 7 AE TMNXG1-AYNIIG, FLFR2 (1K B
M FPttXET16-34 F A2, WG I s & I
TmNXGI-AYNIG/™ A4 T RS 1, 1M /K A i
TEPEREAR . X R 2K X TR XET A
XEHP)E A EL AW EH . T TmNXG1-
AYNUGHR R HAG XEHTEE, 26 W I8 A7 AE HoAh i 7
()RS P P B 2 PRI AS7 A (Baumann£52007)

XTH (1) 55 185 Ji& ) o A 280, d /b A
XXXGXXXG, =441 BonXTHIG P 25—
35 AfRLEBR, WIaH T LLZAR AN 74 T RE R AT R IE (1),

«é‘*’

2?2@
-

P11 XTHsHEAL A ZEHEHLE] 7R 2 18 (BaumannZ5£2007; EkloffliBrumer 2010)
Fig.1 A schematic representation of the mechanism used by XTHs

Jel ARARBE S B AEXTHN -4 2 +3W AL, WO IDRR A, 200N WIS AR, KOZWHRRXTH, 7 4 AL

R R B RS AR, R
T BA A SR I SR (XE TG PE) o

SFETTYL, 77 AR R AR (LD AT S n IR B); A [l B ) AR R A B2 25 /K (XEH
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1A AR 6 2 B 0] 1 i 52 5 DA S 1)
YR BRI, RIS UEAT I 25 1 (Da-
vies#:1998; Mark25:2009), +230 A7 55 (1) A K FE Hi
AR T Bl PR 22 R 2L, AT e S il — AN
PUI A7 i (Saura-Valls%52008) . Ho Al ) — L6 F| 4
HE B 2 B AT I8 AR 2558 i XE TS 1, H2& 2%
BB (Fry%%$1992; Maris%$2009), BRI
WA 1) JEC 40 R A0 388 o e b 6 7% % (Saura- Vallsﬁ}
2008), fH & H A& A 5 UE S % B X TH
K/ MIEA (BaumannZ5:2007; Ibatullin®52008;
EkloffIBrumer 2010).

J34b, Hrmova®5(2007) & IR B H 1K 1K
FZHVXET6 M H R AT IR 1) e e B g v, th T
%Zliﬂﬁ%éﬁiﬁﬂﬂﬁijﬂﬁﬁf/"fﬁ’ﬂiﬁl OB T
AR RV S B R SRR, R A D HY X ET6 71 44 N
Tﬁ%ﬁﬁ/ﬁm% SRR < A SR P L R il v 1t
(mixed-linkage B-glucan:xyloglucan endo-transglu-
cosylase, MXE). HARRH 5 /& — Lo Fh i AR E 5
R R EOH AR R I B AR = MXESE P, (H
Je M) FH — L il AR ) 60, 5 R AS R A 1R REL B 4 40
B K 2 5 FIMXE VS 2 (Fry%%2008; Hrmovai‘%
2009), P H i A BE A W R 7K N X TH &
HAMXEN] Lfig
2.3 XTHsHY A IR1ER R HiBE

XTHs K% P K H 3Rk % 7+ (Becnel 552006,
MellerowiczlISundberg 2008; MiedesHiLorences
2009), fERPIH 2N EK R B B rh A R
EH, WA E AR E RS AR

LR T, BEASRCE W BUERAT X THs IR K IA
(Becnel“52006). AtXTHI18 1A i) ok 72 (Osa-
t0%52006); AtXTHI7. AtXTHI9FIAtXTH204} 5 4F
FR AN R A i, RPARARAG . AR T ke 4 45 4 kS
7 24 H (Vissenberg252005); AtXTHI 548 2>
ST A AL i (Hyodo252003); AtXTH2 7| 5% Wi -
S 4 (MatsuiZE2005); ALXTH28W A] fE2 5
T EE A 22 K & (Kurasawa®52009) .

MiedesAlILorences (2009)%} 7 i A 512 4= K il
B R IR I L0 SIXTHWF ST R W], 121 S1X-
THI. SIXTHAFSIXTH7, 125/ SIXTHI2V\ K 111B
KISIXTHY) 5 R LA KA R, HATITAKT

SIXTHSFISIXTHS 55 SRS AT % . XETHIXTH
SOEPE AR RS AR R N, A RS R
P N . XTH W] REXT 4H i B 50 40k (1 4 R 6 1
H, RS AT 2 AN A XTHS I 5

TEARARFEY) IR AEBECRID) JE i B A7 2
NXTHHR N )5 5 (MellerowiczflSundberg
2008) . UIAEA I I 37 A £T 24 41 o B fid 5 2 1 REAS
MRIXETHEHMFXTH ), 12N ATE it #e
ZANXTHEERI L B, HE 10 i i AR 41
Y rp AT B RS I B X TH ™ #); XETE L] 8 A7 7
TR MREES2JZAL, EHN A BRI ZES
S2 )7 A AR SRBE 1 AZ 1k, AT 4 15 e ST £ 4t (1)
e 4 (Nishikubo%52007)

R I 2 Rl R R B ] LA S XTH
(R2eak . Tl= 3 A IR T35 3 30 S X TH 2K 5 1 b4
BRUIYERAIH LA N BB 2, 2 15 5 YR A8 R
L 4 AR B8 K (Oh25:1998); A= K &l % S SIXTH
6T b 214 i (Catala®$:1997); JR85 2]
K FEOsXTHSZR 1k, v e 2 5 4 i fif K (Jans§
2004). iy AN fik 85 0] 5 P ALXTH2 2 (1) 3%
1A(Braam 1992), iy nl sg @i & b rh XTHIY)
1k (Soga®$2007), KHE(BAE) W] LA S H R £
Krhwusl10053 IAXTHHL [ (Saabf1Sachs 1996)
o BARXTHsIIWE T S 2 8k, (RU2 3Lk
ARG AR 7 TR D REATI A R 1dE— 20 424 o
3 HEEKIREER IR R

bR T IZK R X THAL, HAGH S 5L K
At Wt AR i T2 5 4 i R PR A it 5 T A AT 5 W)
FE ) 2 Bl AR L RE, AnGHO SR 1 A 1)-B- 1 2R A
l#(endo-B-1,4-glucanase, EGase)fIGHS K% 11 A
V]-B-H &% 2 bl (endo-B-1,4-mannase, MAN)Z% .

3.1 AY-p-E R

HYIEGase)® T-GHIZ ik, M &R 48k AW 4y
*ﬁ—HﬂE%EF'EGase rNas By oy =4, Hfrafip
AUMEN A 73 W 1, YA LSS A AR, R
JKORRIGAN (KORDZ%KOR;EUE i (Libertini
52004) . FRHEGHO R 01 1) 45 F R Al v R L5 o
A, By C=3&, ACKRGA ML G500, B X R i
g ks, BERG AT (5 5 IR AL 4 Kt C2E M
AAE TR A E i 8m — ok & 45 &
FELCBM49 (UrbanowiczZ52007).
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EGase[f]# 71 I 2 AR 45 i X (1 £F 4 2 FIR
TSR, KR R SROBE AR I 4T 2 I T 5 3
2 i B A it (Trainotti%F1999) . EGaseili it 1 i {31
N7 S S A Y (1 — 20 B e [ W (inverting mechanism)
DI AN AR 20 0 7] (K B- 1,480 15, 14 2]
KA Z R ) H (1) (Geblerd$1992), X 2l H HA77K
fife kg P % P T AN LA B R A B8 1 R PR (E Lo £
Brumer 2010). 52K 2558 A, RSN I
EGase AN H A7 441 73 25 1) 40 Jitd BE [¥) 58 ) (Molhoj 4%
2002), RAEERFE P A —1GHI2FK K EGase
(Cell2A) A X FE PE(Yuans52001), {H 2 A4 %
GHI2 K %I EGase, [AkCosgrove (1999)\ 4
AT T R Ik L5 A M B PR (1R R/ 22 LA ) 42
Rt 20 SR 1

EGaseZ: 5 | Z /MW A B RS, 045 40 fifu A
MG 5B AR S . RS,
8B I YA RIS Al A% (Rose flBennett 1999). 111
KORZ 5 274 3 1) 5 ili(Lane%2001; Sato%$2001),
e ] fe R A DI R A 4 2= 5 1 51 4 1
- B- 1 25 B 1 (Peng52002) 451 ] . ##PopCell
HiPopCel243 il 4 Nl #PEGase i 1 FlIEE 45 5 EGase
O, AR AR N 2 A KRG F IR
AT 2L FH (OhmiyaZ52000); 7548 F 5t (1) 7
P A Cel LR [A) FF 52 ma i ¥ 2 4K (Tsabary 45
2003), 534k, EGasetl 2 5 T JLS st ad Fit vh R A
W) J ¥ (Rose M Bennett 1999; Trainotti%
1999). EGaseZ: b5 Rl 4H i B A2 5th b5 T A4 AH OC 1) 2R
PR, A R TR ST
3.2 AYI-p-HERIER

YN UI-B-H 22 IR T GHS KR, M
XTHsHAL, 1255 1 2 A FH DR 5 5 Sk 4 L1 i 25
B AL R A B-(1,4)- T S B B B 2 1 1 e bl
B8, T fie A KA AN s B i 16 D) fig (Schroder 5
2009). MRAMITFTRIN, 7EATH i SRBE AU 1) 5L 0%
FEAERT, F Al LeMAN4alR B AT N VJ-B- 1 s ZEpH
MG, I HA T 57 S b b JE IS PE(Schroder s
20006), X LLE R FATMANE [ 0] Gl i 5 X THs
FRACNHI AL I 0 A0 A B A ot 5 EE A, LR 4 i
RE 22 W R e AN ]

HY T, MANTE 22 i 41 23 5040 Jifd rh 2234 (Yuan
52007), MMM R EEBEEEREEEH . W

LeMANI1/2/37E 3 b+ & & 1 72 il 4 H (Bew-
ley%51997; Nonogaki%$2000; GongFl1Bewley 2007);
LeMAN4aE % jifi ¢ S B2 il A5 ] (Bewley 4%
2000); LeMANSE il {6k 2 A ALK ) 5 B ikt
Yk F (FilichkinZ52004) . FRATTURE 4 AL A E
— AN B R e A I A D) -B- H BR SR BRI,
ANMER] DU E T 55 40 M i S I, 38 R T
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Fig.2 A working model for plant cell wall loosening factors
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