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Recent advances in the structure and substrate-translocating mechanism of

Agrobacterial type IV secretion system

XU Li-Ping, SUN Pan, GUO Min-Liang*
(College of Bioscience and Biotechnology, Yangzhou University, Yangzhou 225009, China)

Abstract: Type IV secretion system (T4SS) is not only used for T-DNA transfer by Agrobacterium tumefaciens, but
also used for plasmid conjugation by many bacteria. Moreover, many bacteria use T4SS to translocate various
substrates into a wide variety of organisms including bacterial and eukaryotic cells. Therefore, the studies on the
structure and substrate-translocating mechanism of T4SS continue to attract the concentration of researchers and
many important progresses in this research field have been made recently. Agrobacterial TASS that is used for
T-DNA transfer is called VirB/VirD4 system, which is one of the best-characterized T4SSs in Gram-negative
bacteria, and thus becomes a typical model of T4SS. This review highlights the recent breakthroughs in the
structural biology of Agrobacterial VirB/VirD4 system and summarizes current understanding of the molecular
mechanism of T4SS substrate translocation.
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IV 50k 245 (type 1V secretion system, T4SS)
AR TR KA, EAMUETE
R B TE, RV 22 40T 23 i HAth 22 M)
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T BT A R YU FE DR AE AR ) Bl b PR IS ) B
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T4SS IR 7046 T AT B SR HLEL AR 78 B AT

P REAE A0 52 AR Qe T R AR IR o AR AT B ()X
SR RE 7 HH 20 P ) — FhOBORL P e Y, 3K R
FIFR N Ti kL (tumor-inducing plasmid). 4 AT 7 3
T HIHLEERAE Ti Bk E A — Bt DNA B8 215 E 4
YA, FFREG R ERERAL, 1% DNA F BRT

WisHHEA: 2015-09-07; f&EIHHER: 2015-10-19
E€mB: HxgARRFIESHIH 30870054,
31170073)

*BIE1EH: B-mail: guoml@yzu.edu.cn



378 AR

F28%

Hoalr R AE TS EAM b SRR R, X BT
DNA F BN T-DNA. KA 5 T-DNA g Al
FUR A R RLE AR N EEEFE A (virulence gene, vir
gene), R I L6 KL PRI e i T 5 5 FR I [] 5 J A A
FER R b I HEZIR 73 5 LA AL By C. D, E. F,
G Rk gm'T, XL gw b 1) 8 B PUE ROV R
% [ (virulence protein, Vir protein)*®. 4T & j& F
F T4SS Sk #% iz T-DNA. K+ & 1§ 12 T-DNA [1)
T4SS W 12 FA R B8 E IR p, HP s 1
i VirB & (A1 B VirD4 2. 11 Ff VirB 2 3 5
WIN VirBl. VirB2. VirB3. VirB4. VirB5. VirB6.
VirB7. VirB8. VirB9. VirB10, VirB11l, K, 4&
FFEE o B93X Fh T4SS #F5 VirB/VirD4 &4 17, A
LCARATEE 1 VirB/VirD4 RGNS H A, XA FT
TASS 2516 [ H R e ia ML BE I d5eof it Fe 1dE AT LE
A TARN I ERIA

1 T4SSHY 3

T4SS B AR 4% o g i 2 IR (R SR 2 15 1) )
PEMERHEAG S RBEAT 402K BN I o 2K i
fZ R gmtD T4SS BT e FURIAS[A], s T4SS 434 F AL,
P ARUFN T &Y, WP E IncF FAL (F J5RL ) 4 il 1 T4SS
FROAF L. B IncP i f0 (RP4 J5i R ) 4 A5 1] T4SS
RN P AL, i Incl Jii kL (R64 Tk ) wbD (1) T4SS #i
1R, TTRE G R P2 T4SS F AR 2t kL _E )
BRI is, TRIXMEITERIHEAEH 7. 5
— Pl o 207 R MR R R o A [ VR M v A Bk A oG
REIT, ¥4 T4SS 439 A Y, B BUFN “FHAth”, Hop,
F R P RGN AR, 2RI Rl - 5
R AR AT VirB/VirDd 2452840 ™', W4 T4
B b5 FAUA P Y22 R ORI AU A B &Y, %
VB PR IV 35 2H ok 5 W it ZE 4] B Dot/Iem 5 48 28401
AR 5 AR B M R IR A E R A
JRVER T FeAt i T4SS, #A “Hpth”, DAL
2H %) (genome island, GI) WA R FE, 1XZE T4SS H
YT L PR 4 S i Y. T4SS W] LR D RE 2
3K, HAWA BRI NS RGN E H
HIZR %, BH RSN FUHE A DNA ##, 5
I PR 355 JER B 0 A R o DR AN 25 0 e s TR T I R
BAEGUEYIM G, MPEHRIERALTZE 2K
F 14 9 iR T % 25 ) R e ds B AR 20 I I B o &
Gro IXPAS FGULE Y M R) 32 S ) #0752 4t v T 4
L5 40 TR) f B B R . B AN RN R 2
DNA B R R 4 ', iX 2 T4SS 7] DL IR BE

H I B DNA 85 2 [m) 28 5% B i DNA B8 H i
B, AHFEEH—ARELER. DR
DETEMAR LT B, HHEs KRG
%028 B R, RUBLER 1 % is R Guth nl s 4
A E ¥ DNA #i2 #4410 .

2 RERIFEVirB/VirD4RZRER TTH

K2 B 5% TASS FIHT 78 ie LU AR AT 1 1
VirB/VirD4 RGN ke R 1, Rk, sy
A5 VAR =5 (1) T4SS,  WiER JiRL F. R388 F pKM101
gt () T4SSM, tHEh T AT T4SS 1 5 B A K
F 3 A AT B 1 VirB/VirD4 248 & — A~ 11 Ff VirB
BAWIEEA VieD4 WIEA RIS T E 5, B
280 A £ P T L (IR DM AR g R AT B VirBY
VirD4 Z 41 %A H o (3R ) 1 44 5 2R
PR TR AT B % 12 T-DNA [ T4SS. 7E MR & #F 1# 1)
VirB/VirD4 £4: 1, VirD4. VirB11 #1 VirB4 & (1 &
H ATPase ih 14, TSN /1E (BREET L), NIE
Yikia F B o g atae = U A viB A
R B U2 B I e s, Hoh VirB3, VirB6 il
VirB8 5 Py Ji # 4, VirB7 fl VirB9 5 4p il 45 4,
VirB10 &g B2 4%, RIS 5 24 [QRH 1t 1 1) 79 J2
WIS BR AR 1 VirB2 R IR 2R VirBS iR B A G,
T B % 2 S T (40 B A FE 38 0 —— B B 1. VirB1
S RN R, BRI MRAKEREZE P, NEE
(¥4 R AT R i@ E B, (AN VirB/VirD4 R4
(RIAE B TT A o

3 IRERITEVirB/VirD4R G H)EH

AT B 5 iz T-DNA [ T4SS H & W /& — M
W5 A B A N AR R A, B RT3k
HA RIRGEWIN. 5E8E (1) T4SS EEW. AKX L
SEXT T4SS E-AWIIAH S5 M B u I S5 iR AT 45 2R
BR O e i — AN FUR e BE 1) T4SS (1) 45
F (B 1) SEREMT T4SS B4E LR JULANE R 43 (8K
R B IT) (1) N IEE &% (inner membrane
complex, IMC), i EEA NI, (HKER /> 4E A B
WA, 15T Y s s W 5 (2) %00 / AMIRE
&) (core complex, CC B outer membrane complex,
OMC), R AAHMAME, (H I 7 Ar T FM i Al ()
JE R AR, S A E I A A R TE 5 (3) =
(stalk), EFERZ O E AV R A W) 040 5 X
W, AT RS, HBOE AR E; (4) #E (pilus),
B G R 4 M EE AR = AR A, H AT T R
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Ve iE B AR AN B IR T
3.1 MEE A% (inner membrane complex, IMC)

WIEE &) (IMC) (1) 4544 2 LABURL R388 2 fid
1) T4SS MHF T BIERIF B Fo 45 . Low 25 P2
2014 il KR IA H R R388 i, 435K
M # VirB/VirD4 £ 4t b VirB3~VirB10 [&] J5 1) 8 Fb
HH, HRIHARAL T — N HIX L E AR E S
(M T4SS,, AP0 ) E 2a). #E/ T4SS, EH
VI E /2 340 A, BB N 255 A, ZEAEY
1) 8 iz MRS A, R N
EE5Y), HHlEANZE. IMC 2 VirB10 ff) N . VirB3,
VirB4. VirB6 Fl VirB8 ¥ i i) — 4 K & &4 1
IMC SRR0R Kl 52 I AR B E AR . IMC N #
F SR IR 1) (barrel), 328452 31 25 12 Ui,
KER 134 A, w/ANEERE 105 A, BAFHHEE 6
AN VirB4 W3k B, 454 VirB4 THEHS 5 —4 VirB3
WIHEAH AR B2 g5 3 )2 : L2 (up-tier).
H )2 (middle-tier) il T JZ (lower-tier). 1 ZF1 K 2
FEM) T, H VirB4 M5 C R i 45 A S 2 s,
A VirB4 [1) C 2R b 25 M9 35008 il — 544, 3 2R AR
BT RR— A B J@ 18 1) = AR = R AR IR 4
Fo T JE RN R A B A B AR N I, B D R
[ o B g S, S VirB4 [N R i 45 #4380
IMC AR IE B8 — MBI B 254, m i
BT (arch). HE[TEHEE TR GE ) AT e 2%,
HLITIE I 208 6 AN AL (linker) H2 i T 77
[FIAf. IMC [ L2 AHE TR A 12 4> VirB4 N K i
gE R4, VirB3 Al VirB8 & 4, 24 4> VirB6 & 4 fll
14 MU SRR X ) VirB10 1 N ARk B ™. H b,
AN AR A B TR T B T L], AR
TR AR, HETTRGZ S B VieB6 JE R a
& VirB8 JH s AL
3.2 #ZL/IMNEE E&%(core complex, CCIjouter
membrane complex, OMC)

oty 1AM ST A WD IR 25 0 B B R TE 2009 4F LA
pKM101 J5i %% 4 B4 ] TraN-TraO-TraF( )y T % — 4
FRAIR T, FEA ST FAAT B VirB/VirD4 %
Zivh VirB7. VirB9 Al VirB10 [1) 44 #1435 & AL HH B
[E]Y5 2 [ TraN. TraO f11 TraF (148K ) &Y N0
FRA R IRAF BT 45 1 P AT gz E &Y
1 45 ¥ M f7 B A 28 M, 2013 4F, Rivera-Calzada
S USRS T R R IR 1 AN E A TGN
K5

H pKM101 4wt (1% 0 = A4 3D B8R B,

ZEAEMR A TIENFR. mEMEREN 185
AL M4 T B R 1.05 x 10° (i[5 400K 45 7 (1B
2b), RO ZEFITZ. O Zes a4 ; 12
S NP RELL AR, DR, TERLT —ASXUEEf A
WARZE M, PiZEEE T ) % (chamber) 4% — A~
Ja i8] & (middle platform) 43 *2, O E &1
F (cap) A1 E 4K (main body). MEFHIEZLZ 110 A,
BJE A 40 Ao BTN EETE O AN FL LA A 20 A
BN 10 A BRI EARZ 185 A, mER 60
A, ERNEBERRM N E, 5 110 A 45/ 3K
55 A, @30 Al TERI—MET, BBl
KT YER O 2. 1 ZENEERKE, %ES
O ENZE—F, (HIEFENE (base) kb2 iZ#i4i /N F) 55
A, mER60A. BRMEN30A, 144N
EER NN

O JZ 4l N\ 41 Mg 4k JE, tH VirB7. VirB9¢;
VirB10¢, 21 % **°% #8745 B 14 4> VirB10 f—
BB R IR 1, X B VirB10 45 K48 A0 55 75 B a- 428
i€, EATHE K 2% H (antennae projection, AP) 43
TETE B ¥ 45 4 A A AL, LB TR IO ok Pl
VirB10.; [ N 3 7KFE (N-terminal level arm) 5 5¢ *,
X2 LA/, B BT T4SS 433 K /N R F R
Yo RAEN, ZOEAEYF R FEES RSN S
R s B O EEYNE, X H VirB9
PR AN 5 8 35k 2 [R) ) — 28 5 B R VirB10 (1) 25 14 38
2 18 B0 R 2T T2 B VirB9y A1 VirB10yy
HER B, N EER 14 MR, A EES A
BEMKG 7 A, BMHEMESE A, K704, H
VirB10y; ¥ B, 1 24 eEE & i 14 4> VirB9 (1
N ity 25 W IR . BRI LR N 55 A (/N FL A2
VirB10 F#5 e i pk B
3.3 Z(stalk)

2L R R AE TASS, o &SR . AR
T4SS,,, BV EMER, ENBEEEYR EE
Az I AMNEE BV A — NI 250, I
“CERT, XA IRIR LR ANAZ L/ AMEE AP T
JEAE R P 1 TASS, , HA A, gk
BETABEAEY, EAARAE, 285 TR0
AN E N 22850 B AT B 5 1R X AR
P, BT A A4 B 4 AN EESRALERE, R
BRI R . SEA R AL RE BLIE R
A B, MRYE A SR T, 245K B VirB10
SEIT C i R85 JE 7 SR R, 14 A VIrB1O (13 F7 B
TEH SRR GETE ZE . 7ERIREREM T4SS EE Y,
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@i
Pilus )
Extracellular space @ VirB2
i vees gV
Peptldoglycan
—=== VirB4

VirB10

.VirBS
a VirBé
. VirB11

t r VirB7
Cytoplasm

A A BEATEAR ) EFTEAR AT E VirB/ VirD4 R G 2 M AN Y B A BRI . BERFROR T — N8 BINT4SS R4t BT
2L A MB35 AN LT LR 2 i A B A T 6
Bl RAFHEME S FRG(T4SS)RIEEE™

VirD4

(a)
1344
104 Constriction
Internal
1 ain - ' ¢ . ) , :
1?1)83); body| PRI ARE V(] NS O-chamber blhddle
I-layer
854 | Base

Side Cut-away

(a) T4SS, AWM IET . AR IS E, 3 O0E MRt $ET0R M) ZEEERE ) W IEE A YIVirB4i
(SR (b)Y O AR IETH O TR T 225 g PR POV RNAZ o 52 v Vs EhL AR 40 ) 5 1 I 366 5 A 4 3 i Pl 2
E2 T4SS,, B a8t E8 &Y(CC/OMO)RIE R LEMREE

ERZSTERR— N4 VirB5/VirB2 [ BEASET 34 HE

O (B EFG ), RN VirB10 K3 N o 2 578 VEZ 32 PRI T4SS WA HE B, W B
BAEE A Y X RS P HEOR — R R RIAMEIR A, BRI A 2 AR 40 i
ke, BINAE T4SS,,, EaWhi s VirB2. IR AT BE 5 B B2 6 I, (H R IR e 1
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BIREANGHE . RIS R TS W ES AW
KEP L FEE, BB EKNF Bk, IncH1 41,
IncH2 ZH A A IncF 4 F0RL = A2 [ B B R T1X —2K;
P £, B KB EK IncP. IncN 8% IncW 20 DL K&
HR 9 AR FF 8 VirB/VirD4 2457 AW B Jd T1X —
F. MM FEEERRKLANOA, BEHME, K
FERT 20 pm. XL G BRSNS AR KR SE, fe
LRGN B 45 A B 52 PR 40 M I HL 1T 52 PR 240 iR T R )
PEEfL, MWIMEEN S, PRERME, BN
90 A~100 A, LhEchE, B bivt, HILF HERAZ,
KEAZ 1 pm. P HEBBTEA Wi, H2e
T8 W R B E B I IPLRIER B R A R . el
1) T SR AR R — R I SRS, AT JE (L R 2
JHL R 52 A 20 P e e P b SR AR A A, AR S A8 A AT
JRUFN 52 AR 40 B N e 5. IR RHE T HEE
#4100 A, (HEAMEHKERTE,

AT T 0 B B B VirB2 A1 VirB5 4 R, VirB2
SRR B R B A HE, VirBS A74E T B BT
hig, EAFMIEM. KB IATE—A RN
W B, {HXAEA VirB2 1 VirB5 [ F ik, K,
P BAFTE P FRES, B AT 2 WAPR S F 0T 2 26 B Btk
o T RIS E BRI, CEAWYIEE:
Wb T AT BARE M BRI — D MR K ;X
PR A B 1 B AT DAAH EL R4 1

b T 4 AT 1 (1) VirB/VirD4 2 45 R H Al AH 55 1
BARG R, BT VirD4 N2 55 E M7 4
VirBl NZ 5# 18 @18 (A 541, 435 52 s Al
BT IR L2 — M. SRR,
JEE I IMC/OMC 45 ¥4 2y i 12 188 T8 1 e B (1) 4 25 it
SCHAER o ok E AN R SR8 (O UE 4 S RFIX R — A
VirB4 M\ P A B B B AT, I VirB2-
VirBS iz 2 SRR, BAEERNES D, E
WHTIRZE TR, VilB4 #2451 IMC kiR g,
VirB4 51%.0E AW B B, X SR i
B H @ AT M ) R AL E A
W=, REREEARSRAEREAREE .

pKM101 Zwfs %05 &I EAZH 100 A,
R EINE T (90 A~100 A). Al RAMERIREZ WA
324, WEARURHKED. BT, BowWE4
ML SR ANTE 2, B E B B 0 2H 25 2 A P9 S
-G HFURIE & WA IE 7 2 A6 BT R
ENHEEEAOWERERNNEEG BH, B4,
PR B 7F A i AN E I 9 = DA R o G AN, AR
T B I K 0 B A W3 s 5 7 AR K IR 45 R 2B Ak .

o5 — AT RE LA W B AL RS WKIE T A
B PO, A, R B K A B B A AR
HZOEEMKNE, FE, BEAME, Bk
A G R, R B AR B
AR 1 L R A AR A P R AR
NTREENRENEE, ROREEYIMNEIL LTS
SKYFZ . WA R BB X- ST B A E
2R, JPIE T BRA AR ER, XS T IXR
A REER A AE 1T

4 T4SSEEHLH

ML A AT T VirB/VirD4 5 45 5% 35 JE W) 1) #% 4%
N AEE E 0 RE. @i T-DNA G Lol
TR B AZ e ) 7714 (TrIP assay), i€ T % E AR
(VirD2-T-DNA) 5 VirB/VirD4 £ 4 1) 4% /N W 3L 75
iz R A O e U R AR R R is
PREGIR I = (REC ISR B e i 4 & B2 1 VirD4
WA, FEEE VIlBl1, ARG IERINIEE &Y
JG A VirB6 1 VirB8, i 2 1 VirB9 fl VirB2 #% iz
AN, B ATP BiS 1R VirB4 FIE Ny RE &K
Z A VIrB10 751X /N ik #2 A e A B 2 AR E
BT K B — Ff VirD2 45 & & [ (VirD2-binding
protein, VBP) 2 5 ¥4 £} ¥ i8 JiK ¥ T- B -5 W46 5 3
virD4 i 2, FHik, XA T SE6MHEEEA

(T-complex recruiting protein)**,

AR FIL AR 3] 1B T4SS,,, E &4
¥, (HETFZXANEAEDHES A S T-DNA M E
1B R EZ ot vieD4 1 VieB11, Kk, 45811
REZ [ I AR AED . H AT, $RH T PRk
VirD4 #8845, X AE T virD4 f 52 i
— P& 1% & VirD4 52 £ T T4SS,,, B &P i,
IR IETHEW L - IR el VirD4 iz i P
JEE, SN O E A R OB A,
Rk, 7] LAMZEE] T-DNA 5 VirB6/VirB8 #t [ J4%f,
SRR AZ O E A WAMEER) VirB9, B2k N VirB2
WE. H—FigR e VirD4 ENTE VirB4 i1 T
B B ACH A — A VirB4 A, B2 virD4 5
VirB4 TE45 4 FAEE L. fEXME T, K2
BN T4SS,,, EEWHINEE &Y, #071, R)5H
it VirB9 3 AN OB AV, & a2 BIE VirB2.
T4SS RGATAEFR AL « BB B & B AR )
Higt . W F i kP VieB11 BEA] UL 5 VirB4
RAMBEAER, Wbl VirD4 KAEMEER ),
HE W P AR AR X 2 R] 9 B e 52 VirB1L B . 4
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VirB11 5 VirB4 45 &5, T4SS &G4 T 3 £ &
i, %4 VirBl11 5 VirD4 454 )5, VirD4 f] i —
%é\iﬂ T4SS; E/E\%JJ:EA‘%’PC VirB4 *Fﬁ’ T4SS,
SV RE A R e T P (B2, W
THEREDFizHLTmN ™, Hik, ViBll &
J6 5 VirB4 45 4 f T4SS R 4 4b T B B A b X,
DI & R B, A5 5 VirD4 2541 TASS &
G R I B

5 RES5RE

FIRT, 7E40TE T4SS 145 ¥ FTh e K00 7T 7
I C WA TR ENIE R, @ A UK B AR A
X- B2k RS T 2009 SEEMT T B VirlB7. VirB9 il
VirB10 ¥ B 1 A% O A W St . 2013 4F i
— BB T RN 8.5 A IO E A YT gk
ghf . 7E 2014 £ U f#ENT T B VirB3~VirB10 3t 8 F
BV B TASS,  E a4 . T4SS,
B EWER RN AU E T %05 &Y
T4SS RGP AL E, T HME T WEE &Yz
MIFF(E. T T4SS,,, B &V IR, 75 WK
W@t T4SS F3 A I8 3 (LR L BE 5 M — 4%, T4SS
S5 K 75 TH (B FEAE T ) LAF B T 3K A 5 il P )
J&, BB T DMAEIRATH T AN T4SS 254 J Hoig iz
B B E R

B2, WER—IDBRTNERRE . £
Ji, MAECEfmB s RE A —T4SS,,, 8
G, S AS EEA RO VirBLL i VirD4,
ANFRIE T B2 WA 5 T4SS,,, B &, i,
AR TR ERF AN E A BRNEEYA e
PeX e, BhAh, BT 2L REPE S SRR
MIANERE, RERBELZ RN HREMELE. £
EHLEE T, SR WA E I T4SS 43 W I AN sh 2
AR, VISR AH 2 2 0 n) R B — R R AT,
un virD4 B AR IR AL, BR T MRV st
B, 2GSRI EATT RN ; VilBde 5
VirD4 BA5 HEEFJEE, W 2 RS ST R ig
AR 5 VirB11 W] §206 T4SS B B4 A AR )
et (A e i, TR AN FE O B 4 A
ARG 55 5 BB AR AL L% T4 345 AU,
1E TASS FTNR A VF 2 AR 0 /R, T ARk
I TAE, nTCARI A2 R B R 25 40 25 5
T RIEE AR, I8 I VKR FELAR R X 5 4 1 27 5 S TG
TASS ) e A Ml Ak, JEE W25 25K
TASS &5 14 K1 Ty RERRAIE ) B L A0 WA ML) . b, 8

REXF T T4SS S5 A S HLEI IR AT 7T, ATk —
I RCHT 40| TASS 73l iE LI 259 o
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