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Abstract: Type VI secretion system (T6SS) that widely exists in Gram-negative bacteria has been
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2006 4, T6SS TEHILHELH M (Pseudomonas
aeruginosa) F12E HLIN T (Vibrio cholerae) ™ 1 IR &
B, FEREE N —A 5 A T B AR 5 BB B A T
RGN JRRBIE G R R T6SS fEE T2
TP 22 [REIPEB e AR R R R4 18
(Enteroaggregative Escherichia coli, EAEC) ., Z5E8H
AT FE SR B (Burkholderia pseudomallei) ) . £:4)
T6SS WAL L [ B HAZAE A =E 1 N5
SFWRGE, e G, LB RY,
T6SS i T LAY 1Y 24 B =2 [ 14 AR B AT A S 4 1t
fh, AR TF AN AETE 400N i e mE A i)
T6SS XLEAEHIAY A 5 RN P VIS . A
SCHE LRI T6SS M Z Ik FaFE T A 2= VIR i i
BT R
1 T6SS W%t

T6SS Je—Mh 15-25 NNt 2> 75
EY, LMEIER T4 W ARESS i T AN 15
— BB T6SS 2546 73R 3 A48 - MDA AAE L5 |
[ GRS S (1),

Ik AT AR AR 225 A6 A 36 745 11 2598 15 2 11 (Hemolysin
Coregulated Protein, Hep), ZiZR-H =R #H 2 HE
G (Valine-Glycine Repeat Protein G, VgrG)F17537Y B
V5 (Type Six Subunit B, TssB)/TssC ZA&%); Hep
B MWNEN 4 nm NHIER, 5 L BEREIKRE
TR gpV AL, AT iU RS, SEAL T VerG
SRR VerG 5 T4 WERRRAE SR Z5 1
gp27/gp5 BA WAL, BRRIZEAN R MU . VerG
—RIRE) A A — 1 HEE Proline-Alanine-Alanine-
Arginine (PAARYEFIE GY); 54h 2 DK TssB
1 TssC HMEETE UERESH, HZY 10 nm YNTERE
HHNHIMEL) 9 nm ) Hep %, TssB/TssC B -S4
SIE M — L Hep & BRARSS M, K017 T4 Wi
I T A

Tt EAEC T6SS st , AMHEEEL S
TssM ., TssL. TagL #l TssJ 4 4 Fh & 418, TagL
() —ER oL TAAANMISh, ff T6SS e A

HILMERE s 5 —3R il AR, SR
M TssL 454, TssL XS5 AR TssM 4545, B
A TssM/TssL 4410, Tssl B—FhigEE, [BE
EAMHAMMAPIE E, 5 TssM BIEEGY -
TssL-TssM-Tss] & G456 BRIRIREEH , Bl —1~
5 3 1 3 ) R RE XU A S A B TssML 5 TssB A
M EAEH , Hep 5 TssM/TssL &5 ¥4 S L0iie,
XEegE LR AR Hep 45 USSR 25/ Hix A %)
TssL-TssM-TssJ & AW BB sty op U

HMEEY FE A TssK, TssF. TssG Fll TssE
M TssG AR —MEHER, 524 TssK =51k
12 A TssF BHAAHEAEA, FN_E TssE Btk
S, TssF I TssG AHEAEA, 5 TssK. TssE.
VarG DA S T6SS [RARSE F A ™), TssK JE—Fh
MOmEE A, K C o SR AW TssL Fl TssM [R]E
454y, Nt TssF AHE Z5EY),

2 T6SS HyiEHE

T6SS MZH%E . WA . Hr iR 2H 25 AT 4
A RERLIEAE R =y, Rtk TeSS MyRIAFIZ %
ZEN AR BT . XIASRI AR T6SS Wt k3N,
HRAEEREE WM, R HEF
(Transcriptional Regulators, TRs)H %1 T6SS %t
, % RNA R4 THH(RNA Polymerase, RNAP)#5:
#| T6SS RN E sh X, HSHKE; Boh—
46 TRs NP IEAE S, HLANBEIARN . BRISFE . IR
FE. pH. &l A IR T AR A TN, 5
T T6SS FER Rk

VerG

Tssl

OM

M
TssEFG

Bl 1 T6SS MR ER
Figure 1 Schematic structure of the T6SS

Note: OM: Outer membrane; IM: Inner membrane
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2.1 dHIEHEE

AR, AR A LR R AR A R, W
ARG T T6SS B %I . B 5%, TssM . TssL
TssJ T IR Z A4 #0 TssK . TssF. TssG. TssE &
RIS A T6SS [5E AE4N A 4N | H:
W, VerG RN & RS2 AR S SR
J& Hep M VgrG FHIGR A ARG, [FIBT TssB
1 TssC BATEMALEE Hep B HOMHPIRSSH ; 24 T6SS
PGS, S04, TssB/TssC &AW 4i
HE3h Hep 4, TSR VerG HIZEME 40 M 2m s, &
il Pk 2 O i IRAS R I TssC 5% T N
W ClpV MK, Clpv SHZES, FIH ATP
KRR BEEXT TssB/TssC ¥R . mlili,
Hep iR | B, R F Uk i a1l
22 FTiFiFE
2.2.1 BEURECRIIEE

BB (Quorum Sensing, QS)Jf&—Fh4HE 2
[y 2, B EEE RS Pl TS, X
FPRE A5 5 20 T VR 5 P Ak B 555 v 441 7 0t 1)
AERIEARDE, Y55 R S — @ [Ert, RI4niE
B A TR K, 25 S AL R 1Y
FEIRAIE W IR AR AL o s i A AR i R R
h, TFEOAR—E RN, [F5 0 FIREAREARNT
SR EE RN FRIKE, e

QS AT LAMJE T6SS Aid 1, BIAEARZ it 25 B et
P T6SS Wi , 7 = 4 M 25 BE B2 i T6SS Fi o
TE V. cholerae W', QS I3 PR 38 13 12 22 (M B R
feibfr s, Hbd Kk 4 FAHZRIEE CqsS.
LuxPQ. CqsR Fl VpsS; FEARANMEEFERT, X 4 Ff
H PRI A ) LuxU #mRAk, dFmifl
I LuxO BiiRfk, BERILAY LuxO s 4 Rk
4 Qrrl—4 A7)y RNA #5655, X/ RNA A] LIFI
55 T6SS 1 mRNA 254, AT T6SS ik ;
MTERAEZR N, LuxO APHERIL, Qrrl—4 iy
SFAURBREGE, FTLL T6SS % st B e 3 i 71,
222 EEBEFIRE

G B TR 45 T A PR B v e 25 S T Bl

RIS, FIang . B BEERGR TR, AMUB MK
REFTLTTNY, IR 5 3G 58 o 72 rh A\ /b
U TR S EI AR AR, fE R
FRGE x5 W A G0 2 e B AR, Rl 257 A —
TE W EE 10 4 B8 IOl A TR, e D AT ) A A I
HEBE, MR T XUE E, il B S
ARGt — 250!

%Wﬁﬁﬁqﬁ%ﬁ(ﬂzrﬂc Uptake Regulator, Fur)
S 2 TR A P R R R I A S R TR
TERR B FAFAERT , Fur 55 8+ XN — 1 FKh - Fur
GEF IR BRI, Il st #2178 EABC
FR 4l Z AR TR (Edwardsiella tarda)iX 2 FhiziE 4
SO, T6SS st Fur #ifil; E. tarda B
JIFE 134G T6SS Hi E. tarda Virulence Proteins (Evp)
FEH gD, [REHAZ Fur 8955 Fur Al Evp 7209
S— LA EvpP LfRY Fur &F9454, ff Evp
FLNFRARER IS, MMM T6SS #esk. EAEC HY
T6SS FE % EF— Fur £5—1> DNA JRIEns
FELFE 4 B (DNA Adenine Methyltransferase, Dam)
RIS, BHIEH SRR BRE A GZ 07 5 RSk
BRifE EAt, Fur AANRITER&055, Fur 5
Dam HBEALA A2, 1 RNA RAEMES A0 shi
Sk, [, s I L, B Fur B9F
56 PTLL, MRMRBERIMLBT Fe(ID) AT LARSUE Hb 1K
T6SS!" . 7ERFEVT T (Salmonella typhimurium)i¥)
YL AR, Fur 5 T6SS 1Y clpV FER AR 8h 11X 5,
B, I clpV B8 MRS,
Fur X} clpV BORNHIVE RIS, clpV AN E FIF,
T S, typhimurium FIEGE Y, 20> B 5T 40
IV 24N ;s B. pseudomallei (¥ T6SS-2
PRSI A —A Zur &, &5 Zo® 05EFH
HISCHISEDN EWr— IR M40 Zn® 5
I, Zn” A EN Zur 5 Zur B&TEEE,
T6SS-2 ks Ti4MIN Zn® FFENE, Zur 5 Zur &
FARFELES, B T6SS-2 Mt A,
223 FALNHIEE

MMERALE F, 18 S A — R Y s
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BN AT B AW 2 48 S BB, X
HEAHEAT A7, SRJA1E £/ NOX2 (Nicotinamide
Adenine Dinucleotide Phosphate Oxidase, NADPH
Oxidase) & G YIS , TEA IR ™ A4/ Ak
k4 /b A (Hydrogen Peroxide, H,0,)?Y, [FlAT,
— AR A B (Nitric Oxide Synthase, iNOS)HL#f
WOE, PR AR —48 L A (Nitric Oxide, NO)5 WA
Hh ) AR A ) BN T B 4R R R (Peroxynitrite
ONOO"), —% kA (Nitrogen Dioxide, NO,)FIHAth
#1975 1 A (Reactive Nitrogen Species, RNS)Z,
SR A 2 240 B 7 A 1) 3k 28 AR b ) 25 1 TR 40 7R 1
DNA FIEE 5, AR T40 0 0 251 ; 4R TEA b
AT, C el B AR AILTRR N 18 3 0 S
N, s A e A P AR ERI R
MRS B 9% 18 a0 A8

R R, FEAAONI AT, RESZHRIR
FR K E (Yersinia pseudotuberculosis)ft) T6SS-4 #5175
FRIE, T H A2 A AR T OxyR Y4
T6SS-4 MIZAEFEL Y. pseudotuberculosis Ml NTE
SRR, T HXS HyO0 4 TR U,
XU T6SS-4 A7 B FANH it A b ™Y . #eZe
&l (A 8 & IR 18 X B8 (Burkholderia thailandensis) )
OxyR ALK, T6SS-2 Fe ik fin H X A AL i Y
EPrythgan ; A% L5 Cumene Hydroperoxide
(CPH)ALH B. thailandensis, T6SS-2 FEik AP,
XULRHTE AN T AT, T6SS-2 A 1 5
T6SS-2 HYAEN T IXIHAL & T OxyR WIS AR,
OxyR TEAMI I B h R A A8k, ANBRTESS
BRLESSE, XU T6SS-2 % OxyR K E#ER,
B. pseudomallei W#E SIS T T6SS MYFRIA , 7RI
18 FR R, B AR A VIPA B
g FANL =L R . TS TeSS™,
224 FHRERBEREIRZIHE

24 P. aeruginosa 1E AR 236 PR FRA, Ho
ML P geruginosa 25 H R HPETE I T6SS, G2
Y4BT B P. aeruginosa, #UHY) P. aeruginosa
W &30E B B/ T6SS, kM, 1wl

A SBAR T , ESHHTIRE ; T P. aeruginosa
XA B T6SS MM A A Sfiett:, B A X FikH B35
AR, et Hid g Loy, (HXT TR
YHEREESRRY, RS YELEAR T6SS MYRTHE
TALHEAE HE V. cholerae 1 P. aeruginosa FL[Fl3E
FEHIZMET, T6SS™ (AR V. cholerae S5 AT,
1M T6SS™ (FEBRAR)I) V. cholerae IR, 7E T6SS”
1 T6SS 1) B. thailandensis P2 IMBIL, X
MILGAE P. aeruginosa HFRN“T6SS Dueling”,

P. aeruginosa F“T6SS Dueling” i 712 ik fé
AR AZRYE . P. aeruginosa 1 T6SS G yeil i
— 7 110 kD Y7524 BRI 55 J 21— e A T
FE FIPABE(P. aeruginosa Protein Kinase, PpkA)iR 1k
A SCRFELEISAYFE ] Fha (Forkhead-Associated
Domain-Containing)>SZEAY , 1 PpkA A9 A iR 1L
WO s AN AH C B TagR (Type Six
Secretion-Associated Gene R)*!, TagR %5 5 1)/
FIFEL PpkA 1 BALFN ARk, 52 Fha Y
Wimafl, 51609 Fha S T6SS M4, 5341 3
i Bh A 1(TagQ  TagS il TagT)/E FH T PpkA Y _E-Ji,
TagS 1 TagT B — A5 &4, HE K GEHIH] T6SS
(R | TMTAR 2R 1 TagQ AYBRE R I T6SS 1h 7K
Tl e,

3 T6SS WM ¥IIRE

T6SS FAI BN —Fh Al B X A% 1 = 4R A
BESIBLE, DA AR 4 Ty 2o A0 2, 11 A% 3 3] 4
P A BRI . RS IFSE R, T6SS 855
T ZF A EAE R FISE Grsifl, a8
P12 350 300 405 30 240 P S S5 A M A AT R A E T (18 2)
31 BH1EA

T6SS A 2 i E fLs LN . 5—FE VerG 1
RN HAEE AR, VerG B HA X
HIfe, BB T6SS 45 i BB AR 43, 2 T6SS
A HERO A 0 R NN,
FLRD LD 5 2H T6SS ML FEMe A LR,
X LERE S 3R Pl I Hep %5 1458 21 ¥ 40 i Hh B2,
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Quorum sensing
High cell densities

Metal 1ons
(Low concentrations
of Fe?" and Zn?")

OM

Regulation
—_—

Transcription
Translation

Oxidative stress
Oxide, such as H,0,) IM

Threonine
phosphorylation |—
pathway

B2 T6SS HIiBEFEMFE AL DL E
Figure 2 Regulation and biological function of the T6SS

FITHISE KB, P. aeruginosa B T6SS R/
J3F VerG2b 2 34 b, THanme 2L,
MG A A, X HH] T6SS 143 —FifH s
R A IR AP Y  T6SS-1 %) B. pseudomallei
R EREE . B. pseudomallei EYAEAN L) ,
T6SS-1 et Al &, T2 % E 4l
(Multinucleated Giant Cells, MNGCs)JJERL,
Szt
3.2 HmEEA

FEZRNAN TR A58 FrERBE T, TOSS KA H %
YER . WFL3h P00 8 7 8 B Z R Y e i
B, ANTETE B WE T R AR IR, X
BaiB R 5 , WS, typhimurium VL T6SS WA Y /72
FACIL AN, WMiLEE F il et S
(Shigella) " A BUK £ 19 52 @ IS 3K 21 (Shigella
flexneri) FVR N i 2% i (Shigella sonnei), H:p, S.
sonnei Jify i —Fh T6SS TEMIE ML T 584 L
TEARSNEE SR, S, sonnei #0 X} F K g #F 14
(Escherichia coli)fl S. flexneri 4 v FtL#, {H¥E
T6SS ZAR Pk X — LW 55 ; 7E/NRAKA, S.
sonnei Ll T6SS HCHithmy Iy AFLeAF1E It 2 E.
coli M1 S. flexneri JET-2%, (I H (Pseudomonas
protegens)I) T6SS WA FHIIVER , P. protegens |
H T6SS ARERImIE, HimE MY AL R
A, X g A TR B DL B RE AT R A s G

Virulence
— (Toxin delivery
bacterial diffusion)

Antibactria
(Disrupt the commensal microbiota
competition in bacteria)

Function
—_—

Other function
Horizontal gene transfer)

B%; P.protegens A T6SS WP ILA TR AL, HE1
TETE ER PN TR

Ak, BB U R (Pseudomonas  putida) i
T6SS AR UM Py i i A ) R4 55 24 P
putida FEFIHZE 8 PR E (Xanthomonas campestris)
ILREGLIEEL I, R I IRSE ] R, X R R
VERMH T P. putida W T6SS, Ui P. putida ()
T6SS Relk - HABAE Y I , A B T4 P. putida
Xt e g,
3.3 Hfthohge

T6SS WA N EiBE RN IR BN, T4
w e, HAT DUE T R A 4 B RIS JE T2 TR
ML BT, X FIHLEIFR N BN KPR V.
cholerae W R T6SS il 25 5 HARBVT (1) HAth 41
W, IFSEGXLCH AT, Bilihseym, S
V. cholerae WX L AE ) 5t , (6158 V. cholerae 3k
a2 v b S
4 NG

TEARZ M 2 [RBAPEH A, T6SS Je—F %
MEENRE, KIEHEEAIER . HEITE T6SS 4514 .
TR FAEY I BESE Iy A B 25, (HX T6SS
BN AN TE 4 . FESS T TRT, BT MsEX) T6SS
FM G GYER o IptY, ek T ff T6SS M2
AR TR LAY RE R B 7RV, R
B . pH IS Eh L% T6SS By BRI HLE, DL
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P45 18 A I B 15 5 A P ) 43 I 4R T
— RV, XA BT IR SO 7R
Y2 ohge i iH, T6SS AMUA#IEM, w54
EAHEAER, JERAPTRTEN:, EdnmEA
ML A RERIFSE , X AT RE R & B BT IR AYT R
WA BT (A A
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