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il LA B 2o W 1ad A rh R SO S B B i A 2R 5 i A 9F S R R R AT TR ik o
KEWR : ME S PR REW; Wy K&

RESES: Q935  XEIRIAEG:A

Z 4 (polysaccharide, PS) , X R L B, B &
AN DL B O B 4 L S KT 4 R (1 1
RYSILRY) &K EZHAETHRATHAEY
A7 A R 8 A2 ) R O3 R AR I TR AR BLAE AR
ST e N EVE 2 AR AR P R
HEAE . ARG R, 285 7] DL Ay o 35 22 08 T e
Wi 0 H 1R RAT —Fh OB A R ) 20, — R A A
YIRS W5 SR A RL S R A R R Y 3 BRI
Ja B G T PR S R DL SO AL R 2 b . AR
W L Z5 4 1 52 2 Ve B A T T2 W D Rg, B A=
UL B T B A0 5 BT A T L 2 A3, SR o A TR Y R
s R, O L7640 i & R0 40 B 04 A TR 0 o AT
HEREMMEO,

VT SEAE R, AN T 22 0 R HG R S0 R A (B
WD T AATH )z " e ) %
2 W — A e FEMEORR R, BN R
FEOO e R TR R A a3 A ) T Y TR SO T K
PUrE FRERGTCE o 3 0 ET XF e D 4 R 5] R
HIVE 245 Je Mg g, bb i 58 i R 4% R e ol i 45
ZWEPE T WOIT L WESE , A e A R o 40 A
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WA= A 0 DU — MR BTSSR R o B 40
S AN W DY, AR 2 2B A R IR B R
BT TR R A B DA 1 L 4 SR UE I R
IRFh Z B S5 K 5 2 2 (R B AT A HL
HUEAAXT R —AY . T 2B S R AR Y 72 T L
LA B 3R ATV Bl A 22 W R 24, 803 20 W 1 B AL P o
5T 22 45 K R ) 8 B9 AR 5.5 %, DTG 5z 2% 1) T 4
BEALER & W B A R D BE 0 2 B

1 W %R0k fu

FOR 2 LRy 25, v IR I 2 05 538 3 Fh
A 20 L RE 220 0 T A B RE 2 M A 20 60T
4 B BE A1, RO A T 40 M 55 40 M 2 18] 5 40 B N 2 8 A7
T I A= JB IR A B A D A BB 2H 0
1.1 O-#1JE ( O-antigen)

O-41 J5 2 — 2 LAY ) 40 Jif B 22 0% | B 2 4 16 IR
2% B (lipopolysaccharide, LPS) [t ¥ % 2H 1% 35 47, 10
SR L R AN BRI OB R i £ &
3-6 AN FUME Y 52 BT ((O-unit) 2H B, BAOHH 9 2H A
HEF DL K Bl 22 (8] FERL G 22 W) SR S ) 2 MM S 3 T
O-$T 4548 1 52 A8 4k, P 2 Sk T S ek
FeAb R AL S i Ak B S T O-$L R A5 A 1Y &
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Zeb o XFP A A b 0 B AR PR S R T 40 R o B
(serotyping ) B H ZAK Y , B H i o4 1k R A E 2
RIE LA 186 Fh O-serotypem o

1.2 40 @ 5d % #E ( extracellular polysaccharide,
EPS)

J7SCH AL A 2208 A A5 AN BB O, S T 22
(capsular polysaccharides fij X CPSs) Fl jfg 4p £ B
(EPSs) o EATH X HITE T, CPSs J2& LA 23 1 32 5
35 1 A 4 40 5 A T EPSs DU Sk B 43 Db
AN S AR A% . CPSs Al EPSs JEARME X 2
(9, P CPSs 38 #2326 15 200 i 104 405 45 T 7 210 4
Firh, % 2 o0E 2 ol i At B 0% 1 B B s a0
lipid-A MM B 25 3] 200 i 5% 1 9, — R £k P 2
W ZEE N IT, KRR EKE, SATZ
WL e 0 £ Tk (TR AE BRI L AR R AL o 7R th 41
PG RE  ER Ye ME h, CPS 2 R W T
e, mTLAS AR Ml A8 ik R 5 A N 2R BT 1Y
g L T il 98 S BR AT, 2 AT LA R IE B R 90 £ A 4
RENEEIES TS 2 .

R 2 AN T N A 2 2 R — > S R 2 B 1Y
[F) 220k, 50 2 i T 21 /N A RO AL R0 AR ) A
AL Z 2 K. EPS Y0 [ B T By FOBE ZH O,

1 H AT R BT Hod — /N 43 o X 28 B A G D-

AR D-2EFUREA D-H #E 0 . 2L PR 4

o SR o MR Bl T R OB (3 O L-T i el -

SR HE ) S5 RE R B, B I B AR TR 2 D-H 4
PSR A D->R LA BE R . R 1 5 v 5l 5 05 40 1 A
OB H: Al B A1 Z2 8 A1, 0OHE 7R 48 B b A A DL
B L JE A () EPS T A s R R OB AR
B AEY e W& A O-FF Mo, 401
22 WH T A AR TR L Tl 1R R R 1R 5 A T LU L O
ELAE M LA 2205 B UL BRI A ) a3
1) L A 22 55 FE A A S R B T iR W oy W 1 B AT 2
WE 1) 25 48 AN [F], R BLAE ME 1R & & = (3K 10% -
40% ) FlE BE S MEAL b, fT A 0 20 22 RN B AR, 0
GEBT EY R B B DL A BUR B A B
B2 G RE . I, B O B W o b 1 G A0 2
X T A 2B 0y 3 o7 R AR T ) R i P B LA R Y
2,
1.3 ZHBE M & #E (intracellular polysaccharide)
e IR R NI A oy Y ) A
JHLF AN R DR R e o 33K 8 22 0 45 0 60 455 Ik 3R 0

(1 EE A2 A9 N-2 Tt -D-2 5 ) % Bl B 70 F B — i) N-

L TE-D-JBE R 2H B, & BULF BT A B9 B0 AR S A
Leait) G20 (R 2 IRV & A ) MRERR DL K

IR A A B (46 2 S PR P 4 )
2 HH LM EN S KRR

IRSEE 2/ HIVESE A R T (A PSR B e
A& A X — By, B E o AN [E R OB e B il
( Glycosyltransferases, GTs ) - F i M A 2% H° BR At 1K
U 1 e B i 2k P B g S A BRI — A
BT, B 5 X B AT FRLOT R R R B A L Ak
ZHE . MLRLE) 20 G O D — AR B R A R
JRH DG PR L T % Tt DRR 22 0 5 LA 3y L A
S E SRR A Ly 3 2B R (1) A A
fi (initiation reaction) 5 (2) #5510 52 FiLOT HY SE fift | 1 e
13 4 (the elongation/translocation/polymerization of
repeating units ); (3 ) £ B B i H ( export of
polysaccharide) o T T #f 32 2 1) 20 B 22 4 BV . O-Hit Jit
(O-antigen) 315 Z 4 (CPS) LA I fifd 4h Z ¥ (EPS)
(8 A= 1 G ek AR 3 A — M AR
2.1 O-HIRHIEMER

O-Hi J5t 270 1 e B IR 28 A-A% 0> 21 28 il 40 i i
ZHEZ TG . 25 O-FU 5 4 4% 1y Bk &
WARHES , 72 R ¥ 1 ( Escherich coli) Mg R U 1T
( Salmonella enterica ) F fif T 3 N galF 5 gnd Z
), O-HL A A Wy A st AR T A3l 3

(1) #IH (initiation ) : 40 g 5T rf 77 76 K i A9 B
W IR , S R SN & A 1 200 L B 174 i B T, 3X — 2B
TEREAN Z WG G R P2 LU ORSF iy o AR
T2 Ry WA A, 57 T 240 RS 1 1 iR 28 A+ — S 1300 ol
B2 (Und-P) Sy B 52 4, ih & 4 B 2k 5% 7% 1 (initial
glycosyltransferase, IT) {4k , 2 i Und-PP-3% 22 19 ¥
AW, 1T IR AR 22 S5 R AR T8 23 R
Wi 2R T PNTP & (1R %, & 4 10-12 4
A, F S SRR R O-HU R & L &
ECA ( Enterobacterial common antigen ) f{J & % , 4 %Y
O 2 M A OB Bt ie-1-P % B B§ ( GleNAc-1-P
transferase ) WecA, WecA E—MHEEH, A 12 4
DM RY B, AL SO DL 1-A, WecA J2& 15 6 1k
ECA (4 Mo 2 g & I, BE S 19 B 58 ] B
Al U AL O-FL R & AR B 0, A — 2T
JBT PHTP I RIE, &H 5 -6 DHF LML, I
EZ 5 EPS CPS LA L2 ECA fy & A, d B AL 3%
P WE-1-P ¥ 32 il ( Gal-1-P transferase ) WhaP
WhaP L2 Il 8 1, & A 6 4> %8 Il 45 1 5, i1k
I WL B 1-B, WhaP J& I ¥b 17 FG R o 85 45 2 1Y
W5 £ VF £ EPS Hl CPS B9 & R 4 th, 5 WhaP
HAT AHALL Ty 68 AH 0L 25 44 1) (] 5 1l Bl 22 9 B, B
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I #8 H A 5% 7% 4 % pE-1-P 5 2 ZLBE-1-P g (B 1)y
o OH
. O
A OH - = ”Oéﬁ
A HO (T 0—P-0 WecA  HO, Q 2 =
HO + ' 7 \— —_ . AcKNH N 5 _—p— + UMP
o — O—p—0—P-0 —
ACNHO__UDP = A\= | 1 7
0 0 \—
UDP-GIcNAc GlcNAc-P-P-Und
Und-P
B HO ~OH
®) HO _oH (|3| _ &O o o
y—Pp — WbaP
HO 2 + O~P-0 — —_— _aHO HO O—-1|3|~O—]|>|—0 = + UMP
HO 6— upp 0 — ' : =
3 0 0 N\—
UDP-Gal Und-P Gal-P-P-Und

El1 EREEEBE WecA 71 WhaP ML ZERFEHFER

Fig.1 Reaction catalyzed by initial transferase WecA and WhaP.

(2) W@ BTy, 8% mEE
(elongation/translocation/polymerization ) iX J& ¥ B o1
AR B AR MR X — o A rh o R T A I 5
DL B e BIL A A AN TR), ik — s AR ml DA o =26
Wzy-dependent,  ABC-transporter ~ dependent  #l
synthase-dependent pathway

Wzy-dependent pathway : X —i& 1% £ 5 & 2L 7
O-PL R WA it B b o B4R RN Z S5, AN (6] 1Y) g
B HE Bl 229N ) Und-PP-sugar 1 [a] 7= 4 1 JE i O-
units , FRUBH AR 22 (] Y % O G0 A R E 0 W B 7S
Tit e 1 114, 3 EOHE H 7 % il S T Mk ) B A T
T as 8] By AR, A OB ool o B T
(flippase) Wax b\ 411 g 5 (%) Jid J5 i &9 5% 31 &1 J4 o
(periplasm ) 75 8] , 8K )5 18 i3 2B & Wi ( polymerase ) Wzy
REE M —DKEE O-Pi 5, i 5 EHERNIESE A %
O IR o B A R A 4 A ) A BB T A Und-PP
BE#AA | 5% 3] Und-PP-O-units, S8 J5 HH Wzz 5 il
BB BT A B L S G e R i
P EADGE =M (Wax, Wzy Hl Wzz) (125
AR A T £ K 1 AR D A, nT A Wax 8 BT H
REAR B 12 DEE R BN - KEESHEARK
W o Wax 8 H B E A R AK A A R 7 51 W] 51, AT
YR X 53 AN [A] O-serotypes 2 1 ) — /> i 5k ik (X A
o Wax (2R TR AR BEAE 8 O-unit Hb 8] 7 ) 76 9 I 1
20 S5 AR 2R R W] Wax 2 A BT R A B flippase
fThfie' o PRI, Wax 8 (1R A AR R Bk
TR EAE N REVR , B Und-PP-linked O-units ¥ i5 &
2 5 P IS ) S JBi s R 2D ) S B A S B
T Wax B D REAAR A T 824> O-unit 1y k22454, (0
B H 75 B X5 — A Und-PP-linked 9 4 3 17 8
", 7£ Und-PP-linked O-units %y % J& J§i 25 ] 4
W, Way 508 O-units R 4 3 B 2 R 1K,
Wazy A BRI S EN, BA 11 -13 M

DX 35, AN () 4 R R Y Wzy HLAT AR A (9 0 L R 7
GIFEEYE . Way J& BB O-Z M AE W & WAL il 1) ¢
T, R AL 2225 R O-unit iKY, 45 & X Wzy
M SRR IR, Way R G DIRE L H S Wz (1M B AR
MR B rh 45 8] TSz L O-4 B A BE K 2
B Wezz R BT Wax Fl Way, Waz ) — 2%
790 EL A ARG i TRl PR . Wz 78 C-ii A1 N-Jii
A —AER B, IR A B s B A — A KR
IR 28 A 25 4 i B DG 2 K 3R 2 28 2 o IR iE 45
W Waz B RN B A RS BAR SRR i i
ek B B S5 H, FE R G I Wy FIGY Y EG Waal
SELHH R A A R R R R AT T B D AE Y .
Wzz % H Fi J& T * Polysaccharide Co-Polymerases’
(PCP)MIF I, XN HEBER WA Z 58 O-Hi 7 |
JE L2 WL R M oh Z HEE N B Z R BE R 45 .
T O-Hus I8 & 0] LLid i SDS-PAGE L) K B J5 1)
YR 2 T o W EE , Wz 15 R AF 98 22 0 B 4 )R #2541
il P B BB

ABC-transporter dependent pathway: | H i
Hk, X Rk AR AL AE E. coli 08, 09, 052 Fi
Klebsiella pneumoniae O1 and 012 vy g2 5|20~
TERX PR AR R A 1 O-Z2 45 1) & Bl 2 78 41 i Y
5 Py B J5T 225 ) T S8 1 o DA Wee A A3 1 Z 06 i
UG Z J5 AR A IR e A Tl I N — S E AR AR R
Und-PP-GleNAc FIHE 5 BI85 0 B (0] 2 3k o Je &
1) 4% JE A 2 38 13 7] Und-PP-linked 57 {4 (¥ 3 i Ji7 3y
W R R L . RAEMEHZE, PIA
() O-WESLEE (KM ABC iz ¥ 2 11 ABC-2 W 5% 5
BN B R0 . ABC-2 s B (1 2t B & R
FI Wam FI& A ATP-Z55 527 1 nl v 1 Wa 21
o YEIRE , 7E ATP K B b, Wt 2955 5
RUR AL, T80T H S Wem (8] (940 B/ H
B i 5 ) S 2 R I g i 0 >
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Synthase-dependent pathway : X flf i& 14 {0 7£
Salmonella enterica J5i % % 15 #Y 054 $i Ji ( ManNAc
(2 B AA) B A P i Y L R AR Y R
AT ABC iz iy 4 F1 - B ik A, BR 1T B
A B Z A, %A I AL T BE T8 A 5 2 L
HEAL SR SO, 100 5 B0 22 W ik %) S i O 1 Bt ) 2R
1) 22 5 A ) I i s 0 200 L JE 3 > i AT T A
IS R E SR DR I A A Sk, — 5 dl B T A AR A
B PR 7% A5 IR S B D E AR, O — A A
590 00 A 20 o N B B 6 A G

(3) 2 |- FlliZ% 4% ( Termination and Ligation) : % 3
FhSEAR /G B UL, &L TR AR, IF B’
7 2 O-Hi 5 B B 4) 21 (1) Lipid A/core, 3% 45 (1 HL
il 475 9K 2 LPS 4 %% v oK il D ) B B ) B 2 —
Waal, 8 5T (2 RS ) 2 AT M S 5 &
R W — 2 1 5T, HL 2 A O i A B L i i B Y
R 7 WA B AR AR A1, Waall g R A
H, BABAR R 2 5L e A AR . & A7 STk i il
Waall 8 15T Gk = 43 B A 0 55 44 109 B8 77, ik & W1 HC
PUH Und-P MR I A Und-P 300K L2452 18
(H R, H 0 P A AR AT 5 B e R R 28 AR 0
SEWESZ R 45K, F B Waall 28 (1 B A R 4K 61 T X Ff
SRS
2.2 EEZBENEMER

SIE I 22 0 04 A= W) 5 L PR — R ik R i i, B A
i3 308 R BRL ) HE B e s RS 22 2 T mRNA L JF
PR IR o AT R S ) 8 R R PRI O 2 v L
ke, Horp B coli SRR S AL N © 2 9 iz M b
5Co E. coli REWS " H 80 R AN [a] il JE R 43 A, i 432
AR AT I T 4 AL . 2 1O 4 A S [R] 0Y BE TD
ARG B2 T3 M — D AFRIER, FEA 1 4
) CPS LA M b As ] #4127 40 M 3% 10 2E 17 3R ik .
— M5 lipid A/core &4, F N KLPS, 5 —Fp &
T T YRR K B

FEZH 1 A 4 TSR0 9 A KLPS JE 30 B A7 3 [H]

M Wazy-4K #1 AY (1) i #2 3k 4 i O-#t JE ., Und-PP-

linked f4 7 42 B0 2 75 P 58 5 200 0 3R A9 SR T b 45
() B i 2 - 12 10 2 T e W 55 7% 4y A, OF
Lt Wzy LU AE K B A und-PP 25 1 55 B 25357 9
BRI AT T R T B AT Way-f i 7
KLPS () 5 & V6 I 1E 2 BAKHE R % lipid A/core Z 1k
R 1k, X — i B R Waall i1 52 50 i
KLPS 55K S Wzz J8#10. BEZL 1 9 KLPS {3
B VR 2 B BT 3R T w2z R T ARG
{FL2 , 2R K- I A0 B 1 42 5 DL He KLPS %43 4%

Mz, Wze A FUEREA 1 MR HEEN
H5 Waz HA MR HIE Wae BAH
ATP-45 5 e Fy 1 % 2 R - o 46 X 14 C-3ig 200 JHD It 45 44
B, DT A X 51 F Wz, Waze ) i 2ok H 78 B R
A0 2 R A IE U 8] 96 26, X — FR 2R 02 th Wab 5¢
JREE P Wae 2R L E A SRR K. @ AR R
B RN B GURE A3 BT, Wae FOZSH7E 14 A 239 1
AT A0 G SRR Wae JE BLEAT C4 i o Bk
PER DU RARZ &), L crown” XJE Bl — 1> i
SRR OF H 4 DR IEHE I roots” P crown” 1y
SRR Ok S, TR AY 3 PR, Wae (R
Dy ae AL S5 M WA SR R H o E. coli BFZH 1 JERE 2
i 23 7 O i 100 KDa i) 2 88 #2350 Y.
Wza TEREAL 1 R 70 b it B b R b 75 1 o Wza 2
— AN R ST 2 AR AR Y AR I
By, Waze 15 Waa [F] (0 B A8 1 B 25 ok 0F L
B B A& Wae Fl Wza B BEA F 454, T
Cryo-EM Z5 A 0F 58, # W HEZH 1 JE R4 3 &R 50 0 45
LARRIRIN 7 e R S P S

TEZH 2 A1 3 JEME Y 5 NEE RITE serA BT mG i H1E
H) B wax il way (GRS R B REL 2 13 3
HREEGRELE 1A 4 S R 00 45 JCHIL ) A7 7R AR A 18 22 501
IR B BT R AR M N IR Z RS 5, R E
i (18 SIE A 5 B VR R L G . 2 RAKTE IR IR R
Ui A4 SEE AV ALY 1 RE 2 2 SRR AY PR PR AE . 22 B A
it ABC ¥z tE % s 25 . DI Re Ik ) 3 % iz 1R
FIBEIA N & A W4T, KpsML I KpsT ™77 Hg
M BT e S 5 i AR (H R A0 A RO
i
2.3 MM ESHEREMEN

EPS W) /E W) & MR LT O-B s A REZH 1 i 4
CPS iy Way-fKHi Bl i 42 . 1E EPS YE W& LR 5
L g T Wax, Way, F1 Wzz B[R Y. i 4F
ok, Bk 2 A TR T 2 5 EPSs R YA LY R R %
B BRI SE 462 53 2 RPIPEE 1Y EPSs
(iZ N xanthan , acetan , sphingan S-88 25 ) 4 1 i) 2t A
e, LA K 2 5 2 G BE P R An FLIR T (LAB) (1)
EPSs £ i 2 A . 25 xanthan £ 9 £ W
M Gum & [ H Xanthomonas
Campestris 4% {4, /& |16 kb gumBCDEFGHIJKLM
[N 5% 915 . Sphingomonas strain S88 F1 5 sphingan S-
88 & WU AH 3¢ 1Y FL K 7% 429 kb, f3 7 sphingan S-88
AW R TE D R 3 WA BT b R 1 A BRI . LAB
P EPSs TR B Tk 09 732 I B AR e
S P E 1 I T R, AR CFLIR T 19 EPSs j5t 42

campestris  pv.
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IR R S B . I LAB (0 L. lactis subsp.
Cremoris #1 L. lactis subsp. Lactis) " ,EPS By ;=4 8
W5 FURLAH G, T W B LAB (M0 S, thermophilus ) 7
4z EPS 5 R YA TETE G, Fir A & i EPS FIrids i 4k
P TG fh b ¥ 7 22 BETE U W 0 T A 25 3R
5 B 3 W A R P R AR AR AT SR AR ORIV 2
W 100 245 g s 252 0k e 7, 9K T A G VE 2 BN AR W B
PR AR SR ENAR D o AR B2 N — Bk 53 B B IR
F) 33 V8 T I 3C B B0 B ( Pseudoalteromonas ) o 44k
3T — A BB L %G 0 O T R 20 B S
IR R T — DK ZYT500 bp ) 2 455 e DI %
LA T E A6 A TIT R AR, b s R T
PHTP 5 [ 5 1 1 36 4 W ik 2 7% I, ) 7 M L 5 7%
fit), LA 2 5 2R G Mim b g Sk, ddy
T 28 i Ay H e ke U Y A T 22 0 G 0 TR A L
B, M TR %8 ¥ W R 2 B G R & 42 9 ABC-
transporter MK IRAR (FF LK) o B P E R
T T R AN T R B B 2 S L K A B
TR ESRZRE T RIGEA TR,

3 4iE

b

240 BT 22 W 114 107 FH 7 8 5 2 ol L B 2 i AR
REPEDRE | R Wk SE R PE A R AR 2, 3 o 7 5 1Y
RN, RS W RE BE I 5 DA% A B 21 73 B A7 7, B
AP THLEAC, 8L TR LRI 20 S
I Ao oA S L S AR i K Ok B A B R A S AT
SLRRETE o DI, T AR 2 R S L G
HEA . AR UL AR R AT SC AN R 2 S AL ) Y
WEFEIAS T AR BE 8, (ER A A7 1 1 2 R B PE Y
Al IR REMR DR o B 5, KHR 0 55 40 1 2 M 5 LR 1Y
AR A ISR 2 I 1, AR B S oK s e, IR
P AR 2 2K A LA R 235 ) ik A 80 A = TR X A AR X
YL K 2 il S ) R T A R AL PILER o 2
Bl S BT T R B 2 B TR A RO, R 2 RS
R AR R A 2K, S TR] oA U A W R B RS il LA
A TR) A T AN [ 2k 5 A% I8 =2 1) i) [ PR AR A, K
WK B 2, 1A 5 2R B R R 2 R &2
120 Sy A, B H RGN kB T LR e SR G
T2 3K A T S i AL & R M A 2 B S B T 5 R R
I8, HE R 20 T 22 W T R DR 7 A Y 2 B
F A IO S IR IR X BRI T A0 2 AR R 2
DA R T A58 R RS O T o I 3 2 [N 2 = L % 2
IR A2 BN BT A 8, 0 1 A2 W 2 BOR T Boiy AN
Th A AT 25 ML BB 50K 2 510E AT
FIEAILPSEaN X N ikl e A TE IR =Y (27 N

T 5 4 40 41 22 B0 5802 140 915 LA A
5 ik
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Biosynthesis mechanisms of bacterial polysaccharide
—A review

Leilei Chen, Weiming Wang, Qingjun Zhu, Fangling Du”
(Institute of Agro-Food Science & Technology, Shandong Academy of Agricultural Sciences, Jinan 250100, China)

Abstract; Bacterial polysaccharides play important roles both in medicine and industry. Due to the development of
bacterial genome sequencing, many gene clusters related to the biosynthesis of bacterial polysaccharide have been found,
aligned and analyzed. Despite of their complex composition and structures, different bacterial polysaccharides are
biosynthesized via similar pathways. This review discussed the research development of the biosynthetic mechanism of
different bacterial polysaccharides, with emphasis on the glycosyltransferases and polymerases involved in the biosynthetic
pathway.

Keywords: bacterial polysaccharide; glycosyltransferase; polymerase; Wzy-dependent pathway
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