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B E: IVE 93k & %(type IV secretion system, T4SS)2 | 2 A A T@RA F4FHREA LA, &
Bl FHtbsik 248, 4 2 AT HHE R G L, LhE4E4S DNA. DNA-Z @R 564, Bk, T4SS
BA A AW F A, TASS 86T @ H 693 01E A, mab 2 K-F K A 44 4% (horizontal gene transfer,
HGT)# EZAH Z—, @B G695 F)F T4SS A5 6945 64F F 4545 X3R4+ 45 ) AL B T4 (mobile
genetic element, MGE), 4rd&&-R! i fo oM tF, Mt @ RIF#H e AR, X iph A £ 4F
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STERFE A TR IE b, KX 22t TASS 09 AW FVE AR B ER#ATLEA, HFIETT T4SS
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Roles of the type IV secretion systems in bacterial resistance to
heavy metals

WU Yanmei, YUE Yanbo, LUO Maochun, LU Xiaolu"

School of Environmental Studies, China University of Geosciences (Wuhan), Wuhan 430074, Hubei, China

Abstract: The type IV secretion systems (T4SSs) are ubiquitous and versatile in bacteria,
capable of transporting proteins, DNA, and protein-DNA complexes. Bacterial conjugation is a
key mechanism of horizontal gene transfer. T4SSs can mediate the transfer of conjugative
plasmids or integrative elements from one bacterium to another, which endow bacteria with new
genes and functions. The acquisition of genes in this way not only enables bacteria to gain new
functions but also helps them occupy niches, promoting the adaptation of bacteria to a new or
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changing environment. This article summarizes the roles of T4SSs, especially in bacterial

adaptation to heavy metal-polluted environments.

Keywords: bacteria; type IV secretion system; horizontal gene transfer; heavy metal resistance

20 T A I-VILRL £ R W R G4 5 5 41
BB E AR, Hd, IVEISB R S (type TV
secretion system, T4SS)J&—FIZIRE . ZFE
P AT R, ek 5 200 T 240 G P B R &7 ) 3 3
gt T4SS JIZAFAE TR 2L [RHIEE T, 75
— S 2 IORH MR T . JORE A B AR T R R
s g g RaE R S0 E & B oA
SRR, T4SS JE AR TE I RE 5 RS
DNA, XREFzE A, Hital ATl 2 fA:
Yreg e, Hidr, T4SS NS H93EE1E K
LR # F% (horizontal gene transfer, HGT)#Lilil
Z—, HER T4SS BRSNS 1E B K
Hl43 A] #% &f FE A JC 44 (mobile genetic element,
MGE), T BCHE it 250 A0 1 S5 2 0 A
MR T4SS MOAFTE BEHE = 40 T 3 P 4 iy ]
e, A AT H IR R IE N o AR B Ei
IR A& B T4SS HYTE TERE 235 52 B i 52 2
4 Bosea sp. AS-1 XI8675 YL i 32 6 71, HAERY
TAAE 23 W1 B AR A BR AS-1 Hh T4SS RGAM I
R 2636 . X SLERIH T4SS nIRETT B4 = 4
TR 675 Y R BE 38 LMD, TR, T4SS 37T
FE 38 1) A 7K P2k DR R B8 1)y i R AR &R bt
PESE D FE 605 G M IX P A4, AT — 2552 1)
B T5 Y XA AR SR TSR AT T4SS B
S5 S I RE AT R SR £ER

1 IVRELSQRARGZWEH

IV SR I R GEE5 M I BF X IR F R 2 20 4F
i, WA — 25 FEORSF T4SS WAL X ot
RASHIIRGE . FERESE B 10 AR EL, ARk
H 2 Bl A AR AR 22 LA 3 T ok B R388 Al

pKM101 Tk & RGH KA, 4
ke, BURHL T RAMBEEAR 1) & R E 15 A TRERS7E
21 TRT 241 Y FBE R SR B 5 R A Ak B K | - 2L 4 A
SEREI) TASS RGuasFS 10 st ik S ik
PO BIARLE G, AL T4SS 4133
J12E RS (B G USSR HRAE TR i B
TASS 1Y M 7Y 25 4y 02 A7 78 T M s R AT 1A
(Agrobacterium tumefaciens)#1 (1Y) VirB/D4 Z 4t ,
J2— A~ VirB1-VirB11 il VirD4 X 12 F & [
YL R A 22 85 11 B A R A 5 S 0 25 48 (R 1),
2 AR R B 2 A AR —
N 20 5 AN A B P A% 0 B 1 2 A AR R
IR 25 1152 & 1K (intimal membrane complex, IMC)
i VirB3. VirB6. VirB8 il VirB10 () N % [X 3
Ak, S IERE XA VirB4 ATPase g 1E
NP ERE (A A AR —3R 4 o VirB6
S PR 1, XY i E B, VirB8
S HoAth VirB 25 15 F1 DNA E 3L TS 7E R 45
B, ARUE T RIE ShIE R IO KRS,
A EEAZ O B H /E/a\ﬁi(outer membrane core
complex, OMCC)ill i MR 5 5N RE A E &
Wikd:, w26 KMIEEMA VirB7. VirB9 #
VirB10 ) C St , Hhr, VirB7 Al
VirB9 JE iU K, 15 VirBe A HAEHIE L
LG, VIrB10 5 CP & 1Y N AR sAH 5AEH
M EIRE, AL, VirB10 (UAFETH
PR TR, 7 8 = P BE P TR RT oy 4 7T o R
PN = ASEEEARST A N IR 45 & ATPase-VirB4
VirB11 Fl VirD4 4 s 40 M iR it oy, A~
Eeid i AR AL RE Y, #EIX 88 ATPase 1, VirD4
YEh DNA B R kA S O il 2 B a5 &
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Bl1 RERKTHAMNIVESDRGEHEXE
IMC: NIRESY)
Figure 1

ATPase energy center

OM: #ME; IM: HIE; OMCC: AMEZLESY);

Structural pattern diagram of the type IV secretion system of Agrobacterium tumefaciens”. OM:

Outer membrane; IM: Inner membrane; OMCC: Outer membrane core complex; IMC: Inner membrane complex.

AR e T R A5 36 G IS, VirB4
AT R, VirBL AT VieB 11 JE ]
HE 555 BEXHE i (mating pair formation, Mpf)Z&
1, ERdEGEE Ak, VirB2 il VirB5 4t
IR M AR B, VirB2 7E ) 5T 3 v 42 A
M, B EENS; ViBS 2l 2
SEHLIRA , R B I RSP 20 T4SS
B REH , AT BV N R A S 2 (A
[B] AT 56z (1 E , HAE BRIk nT REA B T4 22
PRI o A e B 1 R A Y

2 IVA QB R RN F T Rt

IVELG) A 22 Gt 2 — T 22 DI BE I 2 1 70 6
4¢, BRBEFSH DNA, MREffizEHm, F297
SHFEEGERN, ¥iedoiEne, BREcR
i DNA, TEMEMREST | 25 BRETaE
S5 R AN Kb, A EREK
RN R EH AL 2 —, AR AEE A A

B b rY) T4SS #e A HH K28 MGE, s
RGOk A S 4 G oo, 2 T AR i 24 4 A
FOwRPEEEE M AEY EIRY; T4SS LS 55
BN R A, BURE AT LGS T4SS #
EREREM; FBUREWEEFIA T4SS MM
STUAEE BT, 5 PR BE R T ) o A R A 4 Bl
S HAM A T A TR B A, 5 Bl HGE Y PR
AN, IEAEWMA R KR T4SS TETE S A
BB TR A 2, I AT RE Y Bl 240 s R0 PR 85 1 ) o
21 NEHEEENESER

I SPREAEM T4SS AT L3 A1k Bk
SRR B P A A (U 422 G PR B O B4 TR
K2 F A 20 B st e 78 HoAa Z R0 2y
Pk 1) 2% 17 2K T (Enterococcus  faecalis)H At 4 {4,
R F BT gifiS T4SS N, JFRERAN T
RN ANFHERD XERGEAETRE
B 2= QB PE R AN 22 QP T v, — 2 TR
HL e B B A T RO 4T X 28 MGE 1Y
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FETERE RS By 20 DA ARAS B s 1z e, T DA DR A7
JESRE, WIATRE 2 ™ B 0 40 i 24T
H 1982 4K T HA Gt DU PR 2R Hivk 5L Y
25.2 MD 45 Bh s, HETERR BRI EA
VO RO M 2 Pk e A B BR TR (Neisseria
gonorrhoeae) i %5 45 25.2 MD Jii ki, iX B /8 &
25.2 MDD $545 JoRE 78 20 1 18] 19 6 B J2 3 Ji DU 346
M 2P PR A R i R N 2 — Y 1972 4F
IR BT HA 2R PUARI 25 PR bk, X
ST RRAR PRAE ARAS TXTIUM R | 2B R A%
2 DL A Z i AR 3R T 24 P T AE T R R
ARG E R, 125 30 S, T BRRZ EIHZY
PR FLIR A (Mbrio cholerae)#fizis, Hiitzy
P PR KRR E EIH N T MGE &80,
YR T 2 PE ) P AL R S T4SS A AR
UM, Pid ZPiP LA (antibiotic resistance
genes, ARG)i it T4SS 7841 B 2 8] 19 % #o A2 i
T 21 2 F03Z T 2 4 B e B SR
— KR4 B A AR N R B P R AE B TR
(Brevundimonas brasiliensis) () 3 K 41 |- {u &
T4SS BIR Ao . AT sh A u Al
— 4 AJF A, B R 45 3K 8 MGE 7 241 14 1 it 24
PR 2 S G4 b R AR AR, kg
1. #F #i (Haemophilus influenzae) iy %t [N & 4H
ICEHin1056 W.4f% T4SS, BliE 53 B4
kA o™, Rk, g i A ER e E R
i 2P E R T AE PRI AL R 5 I EKSh J o
22 RBMNEAZMEME

T4SS .2 5 a 30N & 1 B+, HRUY
11 LAt 3 L i % ) 0 L ) 4
o, XEEREEEENED. S2HREEYS
i EAREAER M EARY, LU B4 £ 1E E 40
LB LN R A R B o 5| A i 4R ) O i 2 4]
& (Legionella pneumophila)#|ff] Dot/Icm T4SS
F G0 A g R B A Sy A B B JIm 4 14D T 4 i

(legionella-containing vacuole, LCV)”, LIkt
mE R 3 OE Y R B A
(Helicobacter pylori)f|H1H Cag Bk & b 1)
T4SS [ fig 3 4H Il 53— FPFRA CagA AN K]
¥, BEANMAE S Il & A R Y. B A
& Q iy Il ghA et {A (Coxiella burnetii)F]
H T4SS ¥ Z R0 88 A %15 318 E A
XL i R R A A M (I e
FE A 32 40 Hp R R I 58 R B R
T4SS 1A [ (Brucella) 1) 2 1 v th & # &
SRR, X ILAEAE 32 A0 M P 0 A A7 B 2O
EE, VTR (Salmonella) . 1 it 4= 1 # il
IR BA it 7 (Pseudomonas) H i & B T TR 3 b 2
% (type III secretion system, T3SS)5 T4SS AYJZH
B BN 290 R o i & aE o R
HILE AT DL, T4SS RN F ¥ ia 28 Gid 1 % 20 18
BB R A EEAEN
2.3 HAIHELIE ssDNA

i RGN R 5% 12 2 G0 w5 220
JELI) ) R A . SR, /D% TASS BEAMSL T
WAMAE EAER, S ASME DNA 501 DNA 5§
B RS P BT STAR T
e TR EAT A ) ComB T4SS FIHIR 4% 2 BK
f) DNA Bt 22 4et . HA T I AT i 8 oA 2L
1B 7 PR RN B AR T 7 vy 38t 4% 28 S LR 35 3k
FAAER NN s A, A 1R I IR A 4 1> T4SS,
CIDIEIS R R/ VR -4 = BN e (SR TIRSEZS T rai S
DNA™, ComB T4SS fg# B H 35154 DNA
AT B RF AL, Il L B A TP AR AE B e
Bty T4SS BRI T DNA 554, Bl WAL 12
JREAT T Hh B Sl Bk 22 1 ] % 2 S R TR A
B, BT S A SR Rt n] fE
S S0 TR AT B 0 A 2R PET o 4
S ER L [A B (gonococcal genetic island, GGI)
A% 4 fih T4SS, Jfl it T4SS 43 ssDNA FI|jfi
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Hh, e E B 3 HAb B i itk JF By
WY ssDNA iR 25 1 A Y9k Y i w46 B
B, S A5 S K T R 18 T 40 M Jak gy A a] e
g T A A
24 B5%YIEMERK
TE—SEHUWR R I WTFEH , T4SS BTG TE 5 4
PIRER T B DG, JF P RS B 40 B HKP 0 45
71 o W AE Fh FE P K B A T8 (adherent  invasive
Escherichia coli, AIEC)5E 4 7 i 72 Kz 41 i i) 2t
FLrf, T4SS 22 fd AIEC JE MR W, {2 3E AIEC
PR TE H AR TSR RT PR A BT A
o 3 ST A M th % PR S T4SS FIEE Y
FASEFED 2 EiA™ 5| /K 6 41 B 1 4 28 1Y)
/KRB W€ 2 I (Acidovor ax oryzae) RS-2 fit) T4SS J
SERLP R ol A K . B8, Y
T AN SR A T 52 PR 22 5, RS IR TR X 7K
FE 4l i BB PER

3 T4SS 245w W 25 & An
EABEMM

IK - DR P R A A T 1 7 AR s P85 7 1T K
PR R o KRR e 8 - 2l i G
b, ¥5, UIRBR N IR Y S 15
Bl (8 2), T4SS -SRI AR K
FRENE R — I EE R, BRIk
RO R IR, AT RAT BT RPTIESE  )
R DR B Al B i P 3 7 e 0 1O A O
I, A8 T aE .

T4SS $&5 RGAEMLHE MGE Jr i kK #55 &
SAEHT, MGE 3 i g % 0 1 4 & B A R 6t
PE, JFHAERG R T FARERT Y 40 2 [ AR
o s, MRS RGAE A Vi
Z IR R i 4 ARG FIEE 4 & i
P FE [ (heavy metal resistance gene, HMRG)H]

Quter membrane vesicles

2 KFEEREEBH
[47]

Figure 2 Horizontal gene transfer mechanism' ™.

DI BIEAF | BEIET . JTORE L S5 NP8 0 ek
P AL R AR IR AL R AN E 0,
3.1 T4SS ARGt 5WETAMNXR

5 T A= 24H 21 (World Health Organization,
WHO) & A7 A5 , Bt Az 38 1 24 1 400 1 1 6 4 58
SBRAS ML o AN BRT P T 2452 2 A0 BT A R R 1 2
B, YA F AW RN T AR 24 i A
PG E A B RGN, 5P
RFECRETAWEE K. BIFEAK, s
Tl BRI B0 I K HEIBCSE o AN BR T 244 1y 7
A FLIHET ARG WfEHE. ARG & —FPgi il
HAER BT R K WA AE B0 T5 Ye i, 4 Hh 4 i
ARG ) MGE (4nJivhr . &4 LUK e 1 55)
AJFE DR RR IR R A K SRR, I B RRSE T
JE#57 ARG [ DNA RETEIREE PR IIAATE .

KPR ERS I ARG (1 32 A543 )75
Hb, BRI R E KRB,
ARG i3t MGE TERUAEY) 2 [ AE4E0Y . 8k,
T4SS 5 DNA MG BN, K28
G BURLATEE S B35 oo i) T4SS #7154k .
Tang %5 POE B 5 % BUK K 5% B BB R R
AT FE R ARG KBREILHI, & BUKHE EE
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MIHTA R (0.5 mg/LyS AN ROS Fl SOS
BN, ARt ARG B R A1) 2% 2k DR 20 2
W R B FE b2k 204 Tl el e dE B 6 L 3
AT T4SS FHEIEF KA ARG HI1EHE
Liu NS E4 H R B 24 A £
it 25 5832 i 25 14 i K B #F 187 (Escherichia coli),
H AP TR J-8 T4SS 1 virB6 Fl tral JE[K 43 g fir
T IncX4 Fl IncHI2/HI2A/N B JF ki i3 AJF 5]
1S2 Fl IS100 IR, 5w 1 JBokr 42 5 7 7% AL .
UEAh, Wang PRS2 AR BE S AD B 1Y
YT R K R AT 25 A ARG By R, R B
W BERYA(0.5 mg/L) AT LARE IS 24 71 =2 [) ook 2%
BHEBRIUR  iZid f T4SS 1Y virdD \virB5
H1 virB10 ) mRNA &1k 7K - B & 18458,

bR T HiAER SN, B R R 4R
A DLid ok LG PR (R A5 58 itk . AepitEAn
JLPRPEHLEN AL AN E ARG BIMEHEDT, 5
RS M E 4 R s 2 ARG KRR
PEE T HAERPUEB L . Lin EPY R & B

¥ . Aminocoumarin i 82

] Tetracycline 0.2
o . 0.0
‘ Multidrug 0.2

/ | -0.4

A

Mupirocin =06
—0.8

Nitroimidazole

Macrolide

Fluoroquinolone

Aminoglycoside

|
|
|
N
| I

ELELETEY

Glycopeptide
Peptide

3 B UESRPRESEIMERLE SEAEFIEXERE

0.5 mmol/L Pb, 0.1 mmol/L As #11 0.005 mmol/L
Hg AEW] WAL HE ARG 7EI5 R AN TR . 3F
B R ER Cu(ll), Ag(l). Cr(VDFI Zn(II)
25| RIS RGN RIEFFB WA, e
#T ARG fE E. coli Z[A5E#P%, He %0
RIAR FH (1) EE 4 mT R e e e B A A
PUBR R PR tet(X3)F1 tet(X4)7E BRI 1%
. Zhao R IMI(As) S ARG &[] £F
TERE M IEAICOC R, RWUIMH AT A o ik ¢
PUIfEE ARG 76 -3 48, 25, AR
RALRAE T W B A R KL 8 97 1L 86 (Sb) T Y
Hby DX A SRR ARFE A, FEREAE b B 6 sl
WY ARG ERUIEA T AR OG0 BT R BR, & LR
ai TP BR OV B R ARG RTUAFEAE IR
FRIEM KRS (F 3), B, AR5 5
HA W LB R RS H AR L4 B Bosea
sp. AS-1 W FE SR G5 R WoR , HB A 7ER], T4SS
FHOE B HCER A R K 3% R, X R 5 Y]
FE 280 2 VB0V T 26 A 7 P Y T4SS {23 ARG 7

Mupirocin n 05
| Pleuromutilin 0.0
| Nitroimidazole
Multidrug W
* 7. Tetracycline

Aminocoumarin

Macrolide

Aminoglycoside

Peptide
Glycopeptide
DO Eh EC pH Sb As Fe Mn

A RSB KIERE S

Figure 3 Heat map of the correlation between antibiotic resistance gene types and physicochemical factors
in Xikuangshan samples. A: Soil samples. B: Water samples. EC: Electrical conductivity; TSb: Total Sb;
WSb: Water-soluable Sb; WAs: Water-soluable As; WFe: Water-soluable Fe; WMn: Water-soluable Mn; Eh:
Oxidation-reduction potential. *: P<0.05; **: P<0.01; ***: P<0.001.
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IR T H, DA — 25 0 R B T G H X )
PR ] B

R 2RI R, ARk R R R
Y& ARG BY1E F , X SE G P A BE SR 2R X 4
ARG 1 A B B 2 i e, S 30 ™
{14 200 TR i 24 1%
3.2 T4SS ARGt 5MEESREIMMMXAR

ARKTES R FEAET HENEAZ
o, s KRRl s RGE E L LR R A
AP TE SRR S AR R . SR, AZETE S
I T ESEICRNERLE, SRESRE
EKFEE N BOME, TR A RFAE R RS
filt A AR B R Y, 4 R R AR TR
o, JF HAEEW AR TRUED A Es e, B
T o R PR A A IRl i AR B, T ) A
PERON o AR T 3R 58 Hh () 5 43 e W] A ki
B TR B R B EALE, e
AR E e E U, R ES
Ja V5 Y IR BT AR K Y R E AR
PrHEAIL S 5 AR P AN R ) EE 4 R 1 AR i
M. BLAMITOE . AWiedl . AR R RSN HEE
FIAHOEY . HMRGs 3 18 45 % 8 4 JE 5 s B 1
Z2HELRBELE. S HELRWNZGE 5
FENRM TR EYESEINM, EENMR
BRHELE HMRGs HOEHE Al BB /KCF SR [ 56 7%
a5 T4SS WA E A B RD,

AR A SR oc R, R A
R E R & m AR, FrAgis) A 2 JEm s
PIXF 4. R AN, (HADHEY
LVRRE I 2 o Wk BE AR ECEE , SR TR M
T e IR 2 BIL ) 20 AN 58 4V A8 AR 22 Rl S8 25 e i
Tt 52 240 A7 P49 56 R 2 2% A S A 0, — 0 24 g o ke
B BT AT REE AT 2R B KL R e R
Yu ZE e R RR 17 (Citrobacter portucalensis)
Sb-2 Hhalt & BT AR BB L PR AT Hy P 20

b B TR TR A e S G o - A I P e AL
2 DR P 305 s A7 2 P A AT H R R DR P A%
Al RE S KO LR EE R A 20, Li e o
43 85 WY B — R 35 OFF B (Mucilaginibacter ) 7] BE
Wt T4SS RGEHEA 5 B A HMRGs Y JBUkz B8,
R, SREFLAESEIUE. ARBA
Xof — BB BA T 37 41 5 Bosea sp. AS-1 HY 5L 44y
Mrigsn, HEokr - HA RS2 ES R 2, i
B 57 S SR . AR /- IR AR A S Y I R 8,
M J % TR Bk AS-1 7E As(IID) Y, Sb(IIN)FEAE I iy 5
SEHIEAT TN, WX 2 R RGAEN, &
P B 6 AEAE BT, TRPR AS-1 I FE Stk A7 £
225, Hrh T4SS A0 G K (33 & 7 T Bkn)
B FRE 2SR B % . 7E As(UD)AFTERT, T4SS
AH G B R AR PR A Rk B 2 2 N, AR
Sb(IID)AYFETERT, T4SS 56 1Y K43 5 P8 )
2 EES TEANA T4SS Ay U S
(rottlerin, 100 mg/L, ZKGIIANZHZM 40K
J& , B AZHE 1N 200 mmol/L FF&Z 50 mmol/L
PIF, X eugt 0] T4SS X E R AS-1 BBET
MHAEEE X,

T4SS BEN S MGE 74N RES TR 568, 1
HMRGs #l ARG #7E[A]—1 MGE 3k,
Mi/n% TASS 7 — & E LREfE#E HMRGs Al
ARG TEMUEVIRETR P AL

SR, HETA IR T4SS 5 HXTE 4
JRIREE I IE N AV 2 AN Z AL, AR 4
JEXTAHTA T4SS PR Ik BysZm ey, #5983
e ik T4SS JEHERE, EHRIGREAE T
i1 T4SS 41 F1% ARG Fil HMRGs {E#EE T A
KPS HEE RS b /D48 X 3 S (] 5111 £t
%, K BT IRAT S R B A R TS R
355 P K V- 5 DR % o T 40 T 1) 33 A 140 52 )
KA BE S H AL, Fa B FRAIN E
G BTG IR A TR A SR
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4 REg

T4SS ZFEVERY DI RE M L5 H B & 7E AR Y
AN TP TEAN I BESE . TASS HA ZREM A 12
g, nhEd b KR . 354
W B 19 T i S5 T M TN A0 TR X A B 1) 3 N R
1o SR, H WG K BB FEAT S B T 4 R it 2
PE 4 PRI B 1 s e B A e T 2
it 55 P 2 4R

41 A AE 2 S 3 R DL AE B T U A
TE, T4SS B[R b 2 52 i) 40 B A8 ) B i e
B, 1R I 20 R X BRI A T SR B
WL PRFBE RN K T4SS 25020 I 1345 35
LS R 9T, T4SS 2 75423 38 1o 52 i A= 4y g
TE K 52 Wi 240 TR X6 P 458 (403 oy 4, 7R R — 2SR
355 v R T B Ay S X 3k [ 1 i A
BHR T HEUF PR T4SS HIREZINRE. BLAb,
Him) T4SS WYFAAEBIRAG Y, B 7RI H]
TR W R 2RYT, dn] W T IR EEE
G, T RBRAEWRL, Wb Rt
DAL E S T . A5 5% T4SS JE [RIAE A Wi 1
AN RV IR A 118 5L AV P e LR 458 35500 (B A5 —
B IRABTE
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