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Abstract

Xanthomonadins are yellow, membrane-bound, brominated, aryl-polyene pigments produced by
Xanthomonas bacteria. Xanthomonadins from different Xanthomonas spp. differ in bromination
and methylation patterns and the polyene chain length. Xanthomonadin have become useful che-
motaxonomic and diagnostic markers for Xanthomonas. Moreover, xanthomonadins play an im-
portant role in maintaining the ecological fitness of Xanthomonas species by protecting bacterial
cells against photooxidative and peroxidative stress. A pig cluster has been isolated to be respon-
sible for xanthomonadin biosynthesis. Function analysis of the pig cluster showed xanthomo-
nadins are biosynthesized via an unusual type II polyketide synthase pathway, which utilize
3-hydroxybenzoic acid as precursor. This review discusses the chemical structure, biological func-
tion and biosynthesis mechanism of xanthomonadin.
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1. 55

WMAEYMAEE 2R, MAEWRTELZFORWE. B LRMAEDOROFERHE bR, BAR.
RWLL TR R SRERE]. WEWOERBAREERNEYEDEE, WhtE s, MEErE. 1F
NEGARIN TAE BRICDLAE, At RIE ] DR & . At st D25 s inss A A s s n, |
A Z BN AL 2]

B B (Xanthomonas) & — S 5 =2 [RBAPERL YD 5 A0 R, Ref 4 400 ZMEY), BFEIRZ EENE
i RAGHEIWUKEE . HilE. KRE. KRE. M. FHEEB] i, RYGHeRHE G 58 8 s i E
YHI S 3% PR i B (Xanthomonas campestris pv. campestris, 8% Xee) MR G 7K FE 17K F8 A AL (X, oryzae
pv. oryzae, TEFR Xoo) &Rl SR AR A R A0 Te .« s SR M B e = AR Ab g . A 20, 2 ks, TII
T3 WA SR8 TR 1~ B 0 3 45 2 T B0 R 1l B AR e (4] B AR AR B AW R
(xanthomonadin), P& EABEAHMIAME, FHRE LA R RO TR AT LLEH F) 20
60 A, 1964 4F Starr S5[5] 8 JeHkiE 1 & B8 2 n] LUE o B M0 TR & 40 11 11 4 251 1976 4 Andrews
B[O HIREE T WM R AL . 1990 F 25, Wil LRSI PMEDT, WERNED D5
A& BRALHIBEAAT DA B o AR SO R LSRR T SR S5 M . 2B S D Re A ZE W) & oL <5 T ) ok
FLitfE .
2 BREE—AHEASHNRAL S EESHRER

L1 Stephens A1 Starr[ 71\ N E AR 2 AE AR E TR MR, FE/5 Andrewes & [S]HIMF 745
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REE TIR—WA, VAR ERETHMNEGEER, Ha NHHE R (xanthomonadin). 1973 4,
Andrewes 5[ 8| SEHUA 4L T KAk A BEE B X. juglandis XJ103 ME 2, KILZERE AWM ORESY
A FID), AR B 2200 Aot 1E#F H i E A AL AL 3 (0 R 250045 20 DU Rl — B4 &4
la, 1b Al 2a, 2b. FIHFRE . LHMGRE . A OBEE T VEHEN DL EDURL S 73 A2 2 1 812 ANIRIE I
(175 B HE I R . 1976 4F, %050 % K X-SF 4 iR AT A58 1 XT103 i E &= 5 T BERRATAEY)
RIgERy, Bl R - 53 IAiR 7 T s, Bl xanthomonadin I (W& 1) [6]. BfJ5 Starr £ AR FIFERI 7k
P17 BREE BB TR B B BT 10, RIE R R R IR S MR AAAE, ARERRERIC &
A I RN 2 KT T R A A 2 A

1985 4, Aririatu £l Kester [9]KFH o K I 7 VESREL T X, juglandis (campestris) ATCC 11329 73 BRI A 34
R, FRIMAERESRA YD, GRS AT HEI 2 — MO 75 75 2 R IR 5 H I e L B A TR B PR AR A 1
&, B8 PPN TS B 2GR S 15 H i B ER R AT B IR . Dianese 551018/ 78RR 18 = AFAE
THEASME. T, Moser 5511 7EMT T Xee BENEIRE R IR 25 2% Re - S5 E R gl fR A . Him ks, FRATTHED
R AT Re e — KBRS IR T B 2GR R [12]. B REWN S G frdt—Ewt7t, B
B EZEA W A TP TR E ik — &m0, B maith 7k RIS R AR E .

Br (e
\\\\\\\\O/Y
Br
OMe

Figure 1. Structure of isobutyl ester of xanthomonadin, xanthomonadin I [6]. Xanthomonadins
differ in bromination and methylation patterns and the polyene chain length

1. BEERTEEASH0). BERERL. BARR, SHEKSEABSMS Y
3. ARBNEYFTRE
3.1. ERFERIPEERTCENLRG

IRBE IR 2 BE 2 o PR M T AR AR TS AT, ER e R . S IR TR O BUEGR PE AR v E M R B B3,
TR G AR T o T 25 ol B P TR R R I AT R IR B3 B R R A A B AR PDOG SEA RA, TX — D) R
FEAR T B R 2 IABEL5 . Jenkins S5 [ 137 A A 2217578 71 F IR R 196 (EMS) X BF A= Y X juglandis
ITACRE, SRASAS T R I RAR R, i P R A bk 5 B AR bR AE D' BBURGR Y R IR M AR AE N & m) ok
RS I B R AT VS IR L R B, 283 2 /INERF 9 B SRF , 9 780 A P V7% 1 450 i L BT A R B AIK T KM 100 3% - Rajagopal
14T T 7K G 1 A B (Xoo) X AT L6 AR BBURR I, R B0 1 6 SR AR A M B T B 26 TR St e 4040 1) i ek
HINT 10~100 5% o ABHEFAZE[ 1510 F0 1 /K FE 2S00 I (X. oryzae pv. oryzicola) B #5 30 B AR IR 1E A,
RN A G BT 5 R 5 2R R S AR AR 0 R B I TP A AL . Poplawsky 26 [ 161 ILETF Il 3 3% 5 Mg
R (Xeo) B 78 3% B 2 AR B24-C4 295K 635 nm 1] WG HR ST 60 438, H AR A7 77 LB A2 Y FEIK 1000
%o Wang 5[ 17]7E 55 5B R} BE A AT 3 P 20 B 58 8 — PR 38 2 U, 120 2 3 R U Ak 2 3 1
Y B X R AR AT WG HE BT

3.2. BREVHNSTEY~ENSEUEF

T2 25 R B R Qe Ja 77 A 2 Rl g OB, LhanyG P4 . He ZE[18105E T B A Xee RIBE B R AR
RACENT HyO, Pt S5 R R R R | 1R 38 3= 1 RN HoO, BT FEAK T 50%~75%. Wang 55[17]
R IV AT 1A 7 2R 1 B 3 2R Rt RE A 40 B 0 HLO, I
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33. HRRSE5REMEET TEY ENBHY

W R G TR AT ERZ M. B, MEBESE PR R . HER
FE T FRL B P AR T R R B B AR o Poplawsky S5[1618F 70 KL Xee TR 1 3 B 2 RAZHRAE 5 AT L' AT
N, FEFERZEFRIIRIBEZ K. Xee RAHEMPRIRY, 5RO RAR M@ 0 R GA
SR EOR E;  TOE BRI R G, R BRI RRINEUR 22 T . Goel Z[19] M Xoo
AR T e B — PR B AN RE B R B R 1T HLEUR PEFRIR I BPR BXO65, R 3 38 3% Al g5 BUR TEH 5K
He Z£[ 18] 7 th R Xee B PR 3R SRR SRAHRNS H 15 I R TR AL RE 77 i 2 PR (P < 0.05).

LR PR, SR AELRY BT P AR PIR B A AR T B A A AN R AR R T, AT P B T
FE7F BHRZ A A AAE, S SHENERTE. bR EER T HESME L, Rajagopal 5%
(14T 1 2 2R e o DR i o it A B ST AA B2 0 o BRUELASE, B3 BATTT RO R IR GUAAL I T
J1, WITEACE f Ao i N A R TR AL o

4. ERREMSRELE
4.1. EERKEEIRN I ARWAHERHTER

FALT IR A VIR BARY =, BB 3R (0 A6 BSUAH DRk DRI A 2 BRI 23 A TR R o 1993
4E Poplawsky Z5[207 1 V) F J2 DRI 2H SCJE R #hSEGE Xee “B-24742r B Hk iR R L — B 25.4-Kbp /7 F1lfE
AN 18 MRIE T R R RARK, B G %S MIX — P HI %58 T pigdABCDEFG F:IH%(2 18.6-Kbp) 2 5 1
HRMAEY A 21]. 2002 5, Goel Z5[221FIF Xcee B pig R & FIEIRENE Xoo HIFER A F kB T
W R AE A R R B, R INE 14 NPRUREE, b 3 A ORF 295 4 A B 2 2k 4
HE(ACP). JBi/KEG(DH) M R BG(AT), Ho2 WS A E el ISR, 48 e VR 1 R B 2
FAlReid I 11 3R A B (PKS) B A2 T & o

W R XK AF ], Cao Z[12]K ] RecET WM AREETE T Xec W pig 3 K%
(Xccd015-Xcc3998), FSLfl T EAN SRR A M M8 R IR RIAE B &, kit —DHiE pig FER % 157
W R NG . B ERERREE S T 11 MEOER (xand2B2CDEFGHKLM) 2 T 35 R VD& B
PAHIOLE 2). WRIEEDE R8T, xanM. xanL xanC. xanH M xanE 53 734 iS00 4 5 BE(KS) B
KA F(CLF). ACP. Ji3&i4 5 ES(KR)AM DH, ‘©4172 11 Y PKS i@ s 8 o %@ i KS/CLF A
[ T 55 T o MU R S g, A T I 28 KS/CLF Jofd, PRI o 250 ek 1 11 Y PKS i1 AT
VG Wang S5[ 175558 1 BT 3 2 R R I E & R R %, 12 BRI R O B S pig
FERFEFIE, A7 KS. CLF. ACP. KR. DH LA 11 ! PKS HH, RASXEILRH N FEOCH
FA M. Zhou FF[23)K I pig FAUEER KT Z WAFE T B E R, #lin Xvlella fastidiosa -
Pseudoxanthomonas spadis~ Frateuria aurantia 55, HIRIB0 PR RN e~ AR R . 2ia UL,
W R RS MR AE TR R R E R AR, R RF A G RigE, B Rk
I1 Y PKS @147 & o

>

Xeed4015-Xee3998 xanE xanH

)-(maaa

xanA2 xanB2 xanC xanD xanF xanG xanl xanJ xanK xanL xanM

Figure 2. The biosynthesis gene cluster of xanthomonadin in Xcc [12]
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4.2. 3-HBA REAZEVEREIEY

L3 Poplawsky Z5[21] [24]1KIN pig SERFEF 1) xanB2 /S —F ¥ 8UE S0/~ 4, @4 N DF, 3
Ny DF A2 R 3 KAV G R SR T o Chun S5[2510W10HEM DF 2 T WERRILAY), BfJS Yajima
55[26], He Z5[ 18] [27] IR 78 45 FL 75 521X —H#EM, I 0 He 5[ 18] H B4 € 1 DF N 3-32 3L K HR(3-HBA),
ST RTAGE I RGPS 3-FAIE IR, He 251818 kg 3-HBA JdE—ME 507, M
NEAZ A B B AR A KRR . BRIGZ AL, B JLARIESE SCRFIX — WL A([18]: 1) 3-HBA HERAZHK 8
R H R G REE ), EEARW T R RS BOEE AR R R R A RN E SR RRE: 2) B
SR 3-HBA (R SRASKRAE ML AN 2 Bl 77 A . GRS 70 DU Te b . BomitE 4% 5 i 32 BgmT, (HA 3Tl b
RIAMEE R RIE KPR Z M, W 3-HBA A5 FREFMRIE: 3) R pig FRE S —HEH
Xeed015 W FEH R TIEA BAEA I 3-HBA 7742, AXced015 Wtk ZILHIRI S AvanB2 F3MBL, ¥t
B DA b AR AY, 3 s B B 3 SR R SR I . S D TR IR N T ST — IR SE 3-HBA /2 B 8 3= AR YA ik
MImT Ry, L@t R4 2 bR id R .

4.3. XanB2 —ME B9 T EEER, fATRE AL 3-HBA

FIZ T TS | xanB2 /& 3-HBA P AE R RBERE A, EL2 2013 4 XanB2 (AL DhREA B 14 - Zhou
2314040 T Xee 1) XanB2 2, HIRIEARSMIESE XanB2 & —FEi B 10 I RE 0 SO IR ARG, ML R
KM%y 3-HBA F14-HBA, Hrh 3-HBA R ERAEMEMIIATEY . 1EE #—2 K Xee FRAFIFTH
LI 4-HBA A BB UbiC, UbIiC &4l Q LM & Husieh OCtlg: H R xanB2 FEHHRF Q WEFEIK,
FHUCIESE XanB2 ;=2E 1) 4-HBA B S5 T H#il Q MAEY) & . XanB2 & — RSP AFE K 73 S IR AR,
TE B R TR J w7 IR AR B (Xylella fastidiosa)~ ¥ A1 58 8 JRB T (Burkholderia cenocepacia) % Xylophilus
ampelinus SFE PRI T xanB2 HFEVEEE, XWMERE 7 4 DL EAE MR RIS 3-HBA 6l RAL
HE R4 [24]. Schoner Z5[2817E 4B N A2 i Azoarcus sp. BH72 W R B, XanB2 HIFJEE A ArcB, HiiF
S5 XanB2 BA FIFEHIIRE A, arcB S5 7 —Fh 3 R KA arcuflavin A G B arcuflavin
HIA) & R R R B 0 2 R 5 pig FERIFRFIVR, o ifnd 11 7Y PKS 8¢ FAS @125 il

4.4. XanA2 1 XanC RATEUE 3-HBA, i#—$485 PKS g2

3-HBA 1EAHTEY)ET 1T 8 PKS A M EE R 5 B REZ GRS 7, RS HALE PKS A6 R
#1%, 3-HBA T #% N 3-HBA-CoA 8{ 3-HBA-S-ACP.. Cao Z£[12]7E Xcc [f] pig 3L #HEH %52 T xand2 (R
Xced015)4ihs AMP i H2 1 , R /MNE 5 IESE XanA2 AL SO 3G 3-HBA B BE 46 JE 1k 3-HBA-AMP,
SR JEHE 3-HBA % xanC i) ACP I3 K 3-HBA-S-ACP. XanA2 B GEHLTE 3-HBA (124l
4-HBA.3-MHBA.4, 3-AHBA % BA 25 IR AL o 245 B T NI xanB2 FAR R TR NN N 4-HBA
3-MHBA. 43-AHBA HEEFHSFH E R E RO RN AR[18]. Bl 4-HBA, 3-MHBA, 4,3-AHBA %
WA BEIE NI A Z 5 RED SR GBI 4-HBA NS & R0 3 R R, RIS
FEIT TG R CR R R) TR Iz 3 O O R AE RSO TE « (il 4r B S5 07 AR 22 5, T I b 22 57 1) i
REANTE 4

45 BREFEEZHENREIHGIRE

B R A5 T2 AR B AT RGBT, T pig B DR % A W9 A2 R A] R 2 b 1< 14 B (xanB1
F xanJ), Cao Z§[12]7E Xcc "4 A8k R @ B% xanB1 I xand YIASFEMHE R G HEBR xan 520
HEEPEAR R BA IR 3R 775 Goel Z[22]7E Xoo HribE xanB1 TRASSEIA B 38 3R 177 5 DL IRAL
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Bifi. Bk, xanBl 85 xanJ 255 W R W BRABEE R — LA . Cao %7E Xec ) pig KA %
HEE T MR IR B (xanK) 2 S TR R MG 8, A0 TR 3 2 AR 25 4 o S A R BB
BRItz Ab, pig HE DR A 5547 AN G A LRS- MR TSEFE A2 G SR 1 (M 5E B (xanD F1 xanF) I8 2 51 3
RIG R, HRAE o R AR BEIR R S5, TRATHEN xanD F1 xanF P REMEAL IS 5 5 2 4G IR 5 H Il BEER (1)
FeAG SB[ 12]. BT RS RAME B MG, 00T I 3= 07 & 5k 2 i 8 1 5 8 M R4 R itk — P 3R E .
gibpnk, WEARNEYSRIEZES N 4 A BOLE 3): 1) FIH XanB2 /Ki#ZE RS2
XA TE 3-HBA F1 4-HBA, M 3-HBA FHid@id XanA2 #iE & MRG0 3-HBA-S-ACP. 2)
3-HBA-S-ACP £ 11 #! PKS 42 IN#AE A B G T E-CoA, HR Jm 40 ik i 30 5 Aot 7 B 1) 38 Ji7 1 FH
B B R 2 IRIR 3) 5 R 2 IR — D S I B B R AL, A B R B 4) e AT AL
Xk HEMEEM, SRBEENEHRER, BEkieEA%EEMmIME, REa TR T2

4.6. ERRSHERBTIEDERIREZERXEK
L R RE A 2 AR R S G MRS, BARRIE R AN EHE. MU, DSF XK

Outer membrane
Inner membrane COOH
Carbon Shikimate pathwa
- — _Shikimate pathway )
Sources v Yo" “CooH
OH

l XanB2
XanC

Acetyl-CoA < ©/°°°” ©/C°°” 3-HBA
PPT: 4-HBA
FAS ACCl ase‘ OH OH
A 3-HBA 4-HBA
Malonyl-CoA H NXanAZ t
S o
| ©)(s~@ {
CoQ8

OH
XanL\ XanM

H

3-Hydroxyacyl-ACP
l RpfF
DSF <——— DSF-family signals
S

IRXRARARARARAAY

3
@/\/\/\/\/\/\/\/\A \ . $ Y _
OH XanD ©/\/§O
XanF

EPS <+—<+— NDP-sugars XanG OH
XanK XanJ oH &
R o o
Ry AR R XanE ©)\k
R R, ° OH
2 S

NIRRT

Re R, l Xanthomonadins

Figure 3. The biosynthesis pathway model of xanthomonadin in Xcc [12]. The starter unit 3-HBA-S-ACP is biosynthesized
by XanB2, XanC and XanA?2 through a series of sequential reactions that require chorismate, the end-product of the shiki-
mate pathway, as a precursor. The type II PKS consisting KS/CLF, KR, DH and ACP are applied to synthesize the
3-hydroxybenzonyl-actene-ACP intermediate. The aryl polyene is modified with gylcosyltransferase, halogenase, and acyl-
transferase, then xanthomonadin pigments are located to the outer membrane. R1: H or CH3, R2: H or Br, R3: a very polar
moiety. TCA cycle: tricarboxylic acid cycle, FAS: fatty acid synthesis, ACC: acetyl-CoA carboxylase, RpfF: DSF synthetase,
EPS: exopolysaccharide, NDP-sugars: nucleoside diphosphate sugars

B 3. SRR emEERREYARIRRERE12]. 3-HBA B%H 3-HBA:ACP M (XanA2)BUEEEZE ACP
+, MMEiE T RS EsHR M, £ KS/CLF (XanM/XanL)y KR (XanH)# DH (XanE)B9HEMER THRAL 3-BEXK
- FEIGEE-ACP E=Y). BEEREEEHEE(XanK), aLB§(XanB1 3 Xan)?). BtE4HEE(XanD 3 XanF?)F &1
BIEATARTENERER, AEERZEECEOMMERATESZHEINMNE. 5 TCA: ZHREREIR, FAS:
AERAER & FREE, ACC: ZEt%ES A fi¥2B8, RfpF: DSF HIX(ES 59 FEMES, NDP-sugar: #%H _#BRAUEMES
JT, Rl: HE CH;, R2: HE Br, R3: KRHMHPRMESF-
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FHAIRRE 515 . Poplawsky 55 [2910 70 B/n iR bR xanB AMYBHIE T Xee BB R IE R, IEFEK
T WA Z HER A I T DSFAS 5 201 106 . bk DSF & B rpfF 1 DSF K i%AE 570 7 LA 1
HAdem T W s R MG . Wang 55[3017E Xoo R I, [FIB @I rpfC 1 rpfB Refiilk DSF 155 4 F HI4R 4L
K, (E R A 22 R A T B 2K A R 32 B30 . Cao 5[ 12)4E Xee T ERFR xanH A1 xanK 7y 52t T DSF
KIS PR Z G . UL SRR EE R, DSF KIS 50 7R s 2 5 =8 1R uhs
R IBEARL R BF NP LR NCL T U TR : 1) X =R = A&
s BRI AL AT R; 2) DSF KIEE S0 F=2EEBIRR A SRR G K 31], EEHMMERILEN R
-CoA fERMEMHIT; 3) WHE RGBTSR MBI, B 5 Mo 2 FE#0 R ZA% S s (it
IR AERE G 3). W ER S DSF KRG 50T AN ZPERENEE 2 A28 BB RIE T ZEEIRAN
(IR o

5. REE

I EARI W A B B R S O R 0 B R 2 IR B O A AR A e — 2K, AT 2 IH I (Aryl
Polyene, APE)VRB /M5 JR[32]. APE FJRFA X OR~F AV & BB % . H AT TRIE 1) APE AR5 ™
V) E A R M R R B AR B B R G R BT 40 221 flexirubin B E3R[33]; MUBAN A
Azoarcus JRUNEE 774 arcuflavin $438[28]; KIHAT B K 9% IROINEE 7= 2E 1) APE AL & 4[34 ] 8 A%
VAL R AH 28 PE AT 70 At I, APE AR & R i+ ) iz, HRR TR MRV SRR
RN AT[34]. HAETERRT APE ACS P 7t 32 28 b T8 (1) APE A Wi & 30 S HL AR W6 L
Lt HUAEAE T AR R 1R ) B A B AR S BT AT R APE A4 ]
Redhi & T AN A b, i /MK S 2 i 22 0 B RR AR B2 1 S 2H R, AIMIROGT 3 22 B 1 A 3500 12
VI AfeE AR EE, Kt APE AR =LE DL TH R A F D Re il Rk — P AT

O B LI AR A T B R RO, (AE S e fEff o . SRS 2 It 2R A ) b 2 A
AR B, B R R S AL IR AN 2 . ARTE LRI FR D) RE 00, B 28 35 mT Re AR AE MR R B I, 48
T B B 3 DA S5t R op e ], RS T R e B A P AR R B I A Rtk — P iR . i
FI993 J5 AR YAl 22 0 i R E M R EY), KRG Re sl g A K . R ME A 3-HBA 8L
BRI E B E N AR JeAE Y B B - Wang 25 [ 3578 H W FP A 2 3-HBA 1 4-HBA HIAF1E,
H 4-HBA & E R E T 3-HBA, NiE PMEEEYIAN G REEE RO 75 /RN, HHEERN
VG RS D REEEA BT

TR S T YR R AN, B AT EE A A B V6 SR B BB M TR AR G o BT JE S
22 AR 225 T s S B P AR pU 2 It HL A RPN BTG e ) . B PR B B R R B B BUR R, BT
DLHE TR 3 3R AR B R AR AR N SEARIE A AN o BRI B 2 AR W) R I) 7R AN 2 B 42 % SR A0 1 T o PRI
EMYIR)Z NG TT, RIUILREIRZ BTN 2 Ve P2 A, R B Sk B R 2 T AE 6 3 o

£ E&WA
% E SR B3 4 (No. 31471743 & No. 31772121).
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