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Abstract: Integrative and conjugative elements (ICEs) mediate bacteria bestow resistance to multiple
antibiotics and some complex new traits through horizontal gene transfer (HGT). They encoded a wide
variety of genetic information, including resistance to antibiotics and heavy metals and the capacity to
degrade aromatic compounds which are affected by bacterial type IV secretion system (T4SS), the transfer
of these genetic elements would speed up the dissemination of antibiotic resistance genes within and
between microbial genera. It results in the growing problems of drug resistance, even multi-drug resistance
and makes the mechanism of resistance become exceedingly complex. In this review, the structure and
conjugation process of ICEs and the interactions with the components of T4SS are discussed.
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# O PE A JC 4 (Integrative and  conjugative
eements, |CES) &N AV RIEAL T I ) (7K
Y[R 22 e [Lateral gene transfer, LGT (Horizontal
gene trandfer, HGT)|f—FIrIEshirs & cF(Mobile
genetic elements, MGEs), #rfifZ53EH | HrE 4
JEEEN ., BRAEYEMENSE, W 1E X4
SRS B A ARATE N, XA A 2
AEERE XA ICEs R TUR AV
KRB R, ICEs ML HET—FE, #FnT DIfE e fafhk
FBkER, R ARER A HGT; ICES FlJik:
FRRELUE AT A AN B 5 2 B 7] 51T DNA ¥%7%,
HERH 5> ICEs ARG — RS T B IR il 5
SVEEARMI L, P AREAS IS Uik ) |
AR —RER], XAZATEF ICESZELL
woEA M SER R DNAR, f %
ICEs MR 2 e HEhHy SO RE T, Kt
PR IR 25 T ICES PRSFES R . ThRE
R, DA LRI RSB RS,
FVABIAR 1CEs TEMSE M i oA . AL oA ¢
T 24 i DR ) 8 R AR AR LA Y. 78 2002 4E 2 LU
ICEs fiv#4 1 izouly, WARITin s a it
JEF . PEATRTORL . LRI ZE A

SXT/R391 Kk HEi /&1l |ICEs h Z 1
FH . ARZN—DFGE, &K AR
FsfE oo, e B TS YR 5T ) 918
1 B 52K AT A T AR, SR
JaEEAFIZARE YR b FiE 0139 HEEFALIN
Fi(Mbrio cholera)fjfijttt, SXT # AMTLEL, T4
e, ENAMRET SXT-R391 K ik ICESIHURIE . 25
Az A R ALH 7 A T R RIS, 7ROk
ZHRE T AFFEEZEY T LI T ICEs fF
T RS2 SRR P ST T — R AR R OF
M 5 43— A I A 25 A 114 v R0 30 7K i A 48 Y
SXT/R391 K% |CEs I Z i 2 Witk ik, 3
IR T IR KR RRRE 2 2 58 % ICEs 1 V.
cholera, i BRI 32 1 K ik vh 37958 1 HL Pk (Pulsed
field gel electrophoresis, PFGE)[&lii% &, ICEs{E

HIRKTR 32 e 3% b s el woh, of
ICEs 434522 [ 240 o8 A7 A S G Bok i s
ReE IV B ZRSE(Type |V secretion system,
TASS) (i FEAHRU Gt SE R, Az R iRt i,
TE R A B DNA J& TASSHE i 1 B i i rh b A
AN M R B Z kA O F R PR o Kk B
T4SS, JEZ RN P—IIREM ARG, SHE
BEOHURA G, N SIEE KRR R s mi .,
R, ASCPL SXT-R391 FKj A, M IR 25
M FERS AL M G R W S o I R G5
Ji AR T 1CEs 3 4F S A5 AR FLAEAE 1 [7)
R, IR E IR TR
1 SXT-R391 4 iy s

1992 4B Rl N7 i k& T I 7Y 0139
# V. cholera MO10 F#ES | £ ERLTRTT, BFFEH
g B H X i e B3 S Y i (Sulfamethoxazole
Su) . H 4R 24 W IE (Trimethoprim, Tm) | 4% %5 %
(Streptomycin,  Sm) #1548 % (Chloramphenicol, Cm)
4 FhpiE R 2y, #HEH T2 62 kb ik s
WL E T, BT 0139 FEERLINE ALK MO10
(AT 244 S phy LY ik b — bl [ FREE RS (4%
JolE SXT S, a4l STV oxT
4K 99 483 bp, WEHEGMERE . PRk
FLHFE . BRI . R IL A A )
REJEAE . Horp, BESMEEEN T SXT 1Y 5
Uiy HUAR R B R IR TR A W SR R AR R Ui
SEIT SXT 595 He B A% SE R /A1 T 5T 3 1Y)
3N PR A T 38 ). WS
KB, RI9L WEHET 8 NI, srhle RABEEHT
PEX . #HATCHFIX . TRALL 11, L IV X, FISE
ALY L7 ORF27 FURFIHRIFIX, H R39LKY
5' %t A7 16 & T % & R =4 mE 0 K A L
(Intergrase gene, int), ik 1.3 kb,

SXT-R391 2 ICEs I T AR FE ALK Fr i A7
1EN A & (Vibrio) i) H At Fl K2 25 TE 1 J& (Proteus) H
AR ZZ R T BB, SXTMO #1 R391
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A
oriT HSS5 HSI1 HS2 HS4 HS3

| tralDJ t)1aLEKB VA traWUN

int-xis __mob mpf reg

setCD | setR
traFHG

oriT s054 \trhF

i tralDJ traLEKVA traWUN

xis int ,—"—.f: . wi P
'mobl traC 5063

Bl 1 SXT/R391FKi& ICE HEEEHTEE

Figurel Schematic of the genetic organization of SXT/R391 family | CE™*™

T A: SXT/R391 FGM 52 MZLFER, 18 54 HS AL AKRFEIR DNA 7515 B: SXT s Mm i AmEEE S, FEAE 44
i A 5ETYIEI (Integration and excision, int-xis), H2&XE L (Mating-pair formation, mpf), DNA F3hHIN Tk
(Mobilization and processing, mob), JETifib(Regulation, reg). # ORI SEAHIE, LOERNSSREE, AEAERS5EEFY)
B, KEOIEREARIBARMIGE. int: SEEEHIEE; oriT: HMBRIGALL; tra: FBMHIERE; xis: VIFREmISIER.

Note: A: All SXT/R391 family ICE have 52 nearly identical core genes, these ICE contain different DNA insertions at five hotspots; B: The
proposed minimal gene set required for SXT function. These can be divided into four modules: int-xis is the integration and excision module;

mob is the DNA mobilization and processing module; mpf is the mating-pair formation module and reg is the regulation module. Orange
genes are conjugation related, purple genes are involved in regulation, red genes are involved in integration and excision, and grey genes

have accessory or unknown functions. int: Integrase; oriT: Origin of transfer; tra: Conjugal transfer; xis: Excisionase.

RARML, W EAT 65 kb [T B2RIX, #2254
PE(Mutiple drug resistance, MDR)JE K 5 Fl%& A il
M int, WEELROK EHER—EEME, 0
T BN g SE R priC Y 5 |, 7678
i NI REREAATE, WEHA L HFE N E S
BE, I BANA H R AL I ST
R391 FILIFE prfC JERGHERHIS, SR E A 7E T IR
—yetafkr, [ BHRT BRI LN D et
11 BESHMERRK

AR int K/N2y 1.2 kb, 7E SXT #l R391
i, int [EIAHAR 1 s002 F1 s003 P43 K 7E 3/ A4 i
TREBY\ T2, 002 F1 D03 [ L AFEM SXT
BT, , 7E int 3% LI xis g XisHE
AIR(E SXT MfE Bk F ey ms S5 2 &
P8 O Halloran 2197 2007 44 E 19 R391
th orfa TEREE TSI LIRE |5 xis Ml Gonzalez 251
FEFF A 43 B A BE IR ek SE B0 FR e SE, SXT 7EMHBR
MRS AR R A S BIMIZL xis
FOFED, int 2R T OCHEMVE, IERIENAE SXT
12 mEZMHEEREK

SXTVOO it fsl e FF KL S s (Su) . R AR 44 s

E(Tm) . #8 K (Cm)MaEE K (Sm) 4 Fiiid: it
2, H P N AT 25 B K450 R sulll . dfrd8,
florR, strA 1 strB™?, Hochhut Z£12U .8 2001 4FE
HESE T sulll, floR, strA F strB 55 AR E Al i 25
FEHFPH—5, HRB T H AN 20 ) pdk
dfr18 i A MR SR, ATIHBR Tm X PU&
MR G BB, SFEE R Tm itz floR FEH
it FloR # 1, X FloR &AM Tk,
M H A 12 KBS RIX, R MFS
Fi—bt, floR @I HALER e 2o HE, A
SANEXT Cm AT, RN, SXTMOY pdi ik
ZPUERX M tnp 3 tnpA'Z) 23 kb, i T int FiF, 1
SXT SRumIE B R FREMZEH, 6 AZ] rumB (1)
ORF H, AMill 8 bp 1E [m] T 5 /7411 F1 16 bp S [ 5
J7 9] i 225 5 DXL A0 1) 5 2 0 e A i i ) 356 TR L
BRI EETE, LA SXT Aot 24 3 N % 2
Y 37 R T A5 12324
13 EEERBERERK

SXT () DNA @80 Ar K BE, SXT G4
REAE 7 L E R IEDTRE R 84
Rk R27, [R5 F OOk A% RS 3 N A 2
FAMIEE, F ks b 5 1 T B A S A R R A5 W

Tel: 010-64807511; E-mail: tongbao@im.ac.cn; http://journals.im.ac.cn/wswxtbcn



PO ARG UM SXT-R391 73T AW # Rk S RS R GRS it g 3427

FEARMERT: (1) gl SEAHBMKRR, 1
TR BIFTE A E . (2) dmtithibiz 8 R 58
DNA iR S|Z KR . T SXT MIEHS F
JEOREAH S R = B AT, P oAl SXT L HA& b
IR

SXT 1 tra [ [A] R W) A oA 7EH: 37 A i,
BT 3 MRY\TF: tral-s043 %ifih DNA /il Tz %
R IREE 1, tral-traN Fil traF-traG ¥ &%
) T B 0 2 T R X 34 B 0 T P o,
tral-traN 9% 31~3 [F pH 7(s052 . s053 il s054), 052
Fl 053 SHYEARFFE Ti FUkRi AR A LIEER) ORFs
FHLL, S054 Zwhth = Hy 5 i s S M T DsbC A .
1E5 SXT $EGHM RGN AR B Bk i A 81,
HE R LR X AR DsbC i fRliE AL 2, LA
HEWT, SXT#or 2N 5 2 R B F R FlHA
GRR IR A ARG IR, SLIS I R
T SXT AR IX
1.4 EEEERE

SXT 1Y 3 A A X (s079-setR), iX—IX.
WATE 9 4~ ORFs, 734k 079, setC. setD.
s082, s083, s084, s085, 086 Fil setR, H:A4 84~
J7 AN (S079-5086), Feli—> setR AR Tl
SXT Ji#5 X 1Y setC Fl setD Fwhh it SetC 1 SetD 2%
LT HEEHGE T FIHC #1 F1IhD, 15 SXT %5t
WEF, RE int RIS, setR Yulid i sl -+
SetR, L A WA ARBH I & 1 el , Pl setC i setD
6P P PR T 086 Fl setR ], i
Bk SetR I, PLE N setC #l setD WIS 8+, i T
s086 i, Ifi Pr/2 setR WJGsh+, T setR I
it 78 SXT MG RGhIRIBCE Y SAH
KIIaE XA 3 NIEH B A : tralLEKBVA .
traC/trsF/traWUN Fll traFHG, 441 1557 1| /b B3R5
HFJPril DNA ZH5, 4155 SOSBE R, i
RS RS IX Y JE R 23k 1330
15 REINEEERFE

75 SXT JEPh, AW AKIBIREARM, 4
— A XAk T A FPUE XA — AR X

ZIa], H#EMSA 17 4 ORFs (s024-s040), Hig
14 E GenBank R oRFEENFIEFH, WFFCUESL I
B IX Ik R 2 SXT BT IR . 55—
ANRHIEEX A 21 kb, & FH 16 4~ ORFs
(s060-s073), fi T . =GB XN, &
4y ORFs ] 4uf AT RE A B (10T, o —A~ 4z
BB RS WL EE DNA 4548 A SSB. 1E
SSB i) s065 Fil S066 -5 i 4 2 11 4 i 3 PR AH
I, s074 il SO75 HbHEMI XA 73 R gt (HZTE
SXT BN A

2 SXT-R391 WjIZSEEBHLE
=4 FH 14 (Cis-acting element) PR #%i12
I ¥ %] (Origin of transfer, oriT), fi T s003 #il
rumBZ[A], #7299 bp, 7E SXT ZKIEHEAIRST,
SRS RS A R PR AT B IR S 0 BT
%8 0 75 B 0t il (Relaxase) F1 — ™87 1 B 19 67 T
oriT TEMEE mobl H:FIEIRSE] oriT, Mubib4T
T IR, R R T I h 34 B
VINE 72k 2o
21 FERINIRR a4 IR B

FERATEE Int FEFIR, SXT 89VI5, faF4e
YA ERIE Y, attB {74, SXT AWl attR
Hl attl FE 5 E AR attP 75, TR UL iR AT
2111 I W B O e sX 2 Sp e R D e N i O
XTegy)jE SXT FIEMAY attP {78611 PCR 4
B HESE T X —FRE s e R AR
22 By DNA M2 5%

SXT-R39L MG B ARG S F Hk
oL, MRS 22 g, T2 SXT-R391
BB T tral 1 traG 25, 1F tral
it ) DNA BEEERT, T oriT bW 2IE i 5
4 DNA, ZBECEE 1 TraG iz i B4 %342
HEM LR 555 DNA i, HfEd2 ik
HITHARE X 2w A5 () H% DNA 254538 11 SSB k4i ks,
TR BAEE DNA i i T4 6 34 B2 18 1R A4 it
R, BTN (VTR
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Gk se A,
2.3 SXT-R391 BEFZ iR

SXT-R391 Hi5% DNA A BIZIKH G, &G
fifg Int AUYEFIR, attP il attB {37 25 F prfC (1) 54
S, FIWE BRI AR priC BT EAE
o EPHEATE B Ak, prfC AR — 8 5
e LI T et R e S S W
3TN T ICESTEA I AKF-54655 . il T A
PUAE R PO SE R M58 T A R R AT 2, B
TR BT a G IE A, AR
G
3 SXT-R1LEESEBEBRS

YR Y 4 W R A KA T8 2R A
JBE, ASTRIAH TR 43 M6 1 25 1 D BE4S 7, (HRGE R
B i i e S I 1 g S i /e oY
AMIGE 15 AH XD B JURN - WL S B, HETTE
IR A 9 R RS (-1X &), 7£ ICEs
BRI, BRI REE DNA 2 EiE
B E AN L B B Z AR b, e R
B IV BISR RGeS, IV B RG]
VST FRORIEIL, JEZ RN gmis Si i —T)6E
MRS, SHEEAIHAC, N FEEKER
B 75 SXT-R391 (A B A R BT 5 Y
YER . M4l T4SS 7EsLH i . LR P4 K R
R, Al T4SS 4380, SH—FeARYE I E
PRI AN 328, YmbSTE IncF (F okr) b F 7Y,
1E IncP (RP4 ki) Fk P A 7E Incl (R64) 1M |
B, FBAM—Fh 2 5 A tumefaciens ) VirB/D4
RGN F B PEIG g IVA B 725 FHUAI P
T AT | 22 A R | BB IA28 T IVB B, 5
% fii 4= 141 1 (Legionella pneumophila) Dot/lcm R 4¢
AR, A5 VA F1 1V B R[] P50 1 i )
1 HoAt TASSFR g GI U, BFF kW], B bRk E
(Group B Streptococcus, GBS)H' ICE_515_tRNA™®
AT TE N [R] B R 22 18044 386 4 % 22 P B0 2 1T 2 1 1Y)
W E R, Hrh—FEFRmEAvUE 8, =

554 Yy B e 2 KB R TR R, A B R AR I
TR KRR 5T, A 2 I R ST
RS TR E L M, st 28 (1 elisk
N, RSN RIS B B AR A A
51 &4 AN R A N SR N o A5 PR B0 B R 2R
i B (Pseudomonas aeruginosa) H o, B 1 5%
PAPI-1 & T ICEs %1%,

A. tumefaciens 1] VirB/D4 Z 45 & L) T4SS,
2% FRBAPERR R BRI T4SS 5 VirB/D4 T4SS
FEEL, B 12 AN, G VirB1-VirB11 il
VirD4, FIUUE N — S5 FERANE £ . i ATP
Bt . OB . s T AR A R R I R 0
T A A E P LA LI R FE R ], A
9 TASS FZMAEYIFE5H
31 BasSMNEE

AN BRIFFEE ik 40 4EZ A, HEEHTE
T4SS HsEAs g4, HANEN 8 nm—10 nm,
IWHE R 2 nm=3 nm, 2 D32 (AR 2 it 35 1T ZE 4 4 %) 24
KRGS, VBN RPE R B 5 52 (R 2 18] 1Y)
FER i), T4SS MushE B VirB2 Ml VirB5
PG, o VirBS (i F R EIHS, FE A
HEWER, [RGB R pKM 101 Zwit ity
TraC [RIJE, 4S50S HA R R e, TR
ol (LA B 5 52 A TR ST — R RS R S
VirB2 i VirB10 A4 5 |54 by P9 1 ik A/ ise
ffapoE e,

3.2 BafR ATP B

i ATP i VirB4. VirB11 F1 VirD4 = F M.
ER, ATLAIE RGE, MKW W ia M R 5k
BCPEfitRE R, J& T4SS 3 Rl B IR ) L al
T4SS 1 VirB4 sy, [FIRIBATH pKM101 Zifid
() TraB )R, 7F 600900 4% Ik 2 [a1TE i 2 4~ [X 5, -
C A&t Fy i (C-terminal domain, CTD)#1 N i
ZERI(N-terminal domain, NTD)“Y, CTD % 400 5%
5, JEVIrB4 R EEARSEIE Sy, BERE T ATP GG
PERYSCHEIX Sk, R HEIL T AT WalkerA (WA)
il WalkerB (WB)f{A, HA 2 RecA 1H1EM . {1y
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PEAIXTECHS A NTD 385 #A -5 A AR R &
1-3 NSRS, ARTELEANIE P AR E AL TAS
[ PIGE. VirB4 fEafk . Rk, = RIKFNE
WX CAMIE, H M AR it o, (5
SR HSE RO KA N e AL A . VirlB11 )&
Thtiz ATP B SS, JE W EIE A DNA 5121
HXK, 5 TASSHIT2SSHHK, [FIAKMATFH pkKM101
iy TraG YR, Ml |42 EFT i (Heli cobacter
pylori)H, VirB11 /N RMEIE, HAAM S h
CTD #1 NTD B—FIE MBS, BHiE
¥4 50 A, CTD }2% RecA #1&, NTD J& VirB11
FIEA™. VirD4 1% 4 (Coupling protein,
CP), ifxl N Kimitx AN, FEATTICY5E
£, BN RRDIE4 VIlB1L, 4 7k 34 ATP
T RGN IR L %45 VirB6 fil VirB8, gk
1% H VirB9 Fil VirB2 52 s+,
33 %LEEY

VirB7. VirB9 Fll VirB1O 4%, T 4F4t 1.05MD,
TS A i P AN RS E O AZ D B AL B
K 15 A (RIRHE T BMEAR I S Y EEH
RIGZESYIM | O R E—E, Blhsw
Bk, B2 — A WZFRR G . | J2H
VirB9 (TraO)Fl VirB10 (TraF) [l JEIA AT NTD A4 A%,
FKUFEBZER 55 A FEHIF O MFFIREEH, @il
VirB10 ) NTD E5EIR g AN, O JZ i A4t
AMIE, 1 VirB7 [FE A (TraN) 4 K F VirB9., VirB10
G CTD 19 14 MBI, TERs T2k
590 kD, #x AJMEE 4 10A HYEFIRGEM . 121
— AN - BB SR A A R BRI A P BRI il — 2% 32A
IEIE, 5 VirB10 2% miRiess 17—, fit
JEE I E AR AEEY . VirB10 S R TASS i i
IR AN SN T, 2 VIrB2 TE A B AR
WIE, VIirB7. VirBOFI VirB1O X% EGY 265
B AT — AN RS B oA R i
34 HEEEE

N IREE 1 VirB6 A1 VirB8 ¥4, M X 5T
VirB10 12, 7E A. tumefaciens iS4 b3t e el

B SR VirB6 J& i — B N K
SANES TG FN I S CTD 4 A 22 20 4 N IS A 1T
[ R, 25— RO S B A A v XK, 7R A
tumefaciens 1% 5 S VirB6 5 T4SS JEWAH H AR
M, VirB8 J&H1 N At I Bl — M4 Kz C
i 45 R A B — BN R, S
SEERY W,
35 SMRBEIE

SMEGHE IR O G PNEA O 2, R
Jy 172 A, 4155 VirB7 J% VirB9, VirB10 CTD Bk
PR LA 6 70 A% 3 B . 3 e Xt A R )
%, VirB7 F1 VirB9 & G ¥)t1% VirB10 CTD JE AL
—ANNIR, VIrB7 $ESPRAC TR G GHE, IR
Yy 43 W o i v A S T A1 R 4H R 1A
ER, JIKPI VirB6 #12 VirB8, J53CH VirB7
1 VirB9 Z b+
36 MEH

VirB1 I VirB3 A2 Sk &, B EA]
PIARFRIRIEZS 580 mLE . A, tumefaciens H
VirB BT R I, AREEAR T BB,
VirBL (% NTD f#7E TAME B, A A e o s
P, ATRERKERRE, H CTD SEfHZEAMAEE, WRE
5 T REBARANAL; VIrB3 ZAV/NEH, #ENTE
HN R &A 1-2 MESRAME. fE501 T4SS %
EFT VIrB3-VirB4 MEMAE AW, e
VirB3 AIREAFET NI L, 5 VirB4 TEIhaERE &
Yy, {AJE VirB3 By REAR K

4 H5ig

VAR, [E AT SXT-R391 %% | CEs i
W SRR G R HL 0 E A T RS, AE
Ok 2 8 T RIF R A AE Y T R T ICES
BAFAES S T8 SXT JUHELE A b 14 R ke ] A
(1) AR LR, 5 T R &
PR AH DG Y SE R FBLAR 6 R B 5 (2) i
FE09 mobl L 25 ori T R BRI 1 AT 5
(3) SXT Hh TraG F Eex 4 S H0HE R ML A5
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XFF SXT #EGH B B Iny T4SS, HAETH
5T BRI OTIF I Z5 R b, T A5 g P 1) )
FE AR R R AL E e (1) SXTVO 27
A SERE R TASS A1, Fod g i dbs SE R 2 75 4>
WAL SXT I (2) TA4SSEWI R 3 32 R A0 M iy
i, HEAAEZ WA EER; (3) ZO4L
TE A N B R A% U S5 A BLAE T B AL RIAT A4
s (4) ZOE AR B Z B PNE AR B AR A
(5) DA I 7E 2 A H 1) 6 S LA T oo AR B

i, KA TAERSS S TASS 4ol 4l
), FIFDIRERER A2 . A A =AY 5 B
SRR GZ IR AA SXT BAFHEBHLH], LI
SO AR T PV R B P AR LR S RS S
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