Reviews and Monographs ERud=gars

0) )L S i R
Progress in Biochemistry and Biophysics
' '12022,49(12):2305~2327

www.pibb.ac.cn

ME i RERN G RAERI R ERE

S‘UJ %%1) %L"Hg % 1)** ;1'._\ /{%1) ng ,r%l) ,ﬁg‘—%}gﬁg 1) /éii?;} 1,2,3) ﬂ 7@ 1,2,3)%*
(" LIRS EBE, LI 2013065 2 AP ACKTHRAK F= ST O o i e e WU AR SE 90 % (i), _1ifg 2013065
3 I SN TR R T AR B AT Pt LI 201306)

WE YIE W FRSE (bacterial secretion systems) J&—ZS(F7E AR AL LR F LAY, B A0 B 5 TFHL
%, FCAZ RN AR IR AR AE . HRTE R T ORI i 2250, BN T1SS~T9SS, 7E 41 A% A A7 K B0m 1 7
W ERHEEEENEM ., BiE XFLMIR2% (Xoray crystallography) . #E3R (nuclear magnetic resonance, NMR) M4 HL 58
(cryo-electron microscopy, Cryo-EM) S ARFBMERSMNA, XKD TEASWN =AW E] T — SR E NEHT,
WRIIETR T NN T4 06 530 R Ge 8 IS B 2 WU 3R . DRIIL, AR SO Gl AR G T4 R T1SS~TISS Ml sE it J|, it
BT RGE G BT T RGEE G, BAS T XUMBRGER A FAERILE, JEXILASRA R Ry 317 T R, LI
5 AN R USROG I B0 . T2y . FREEIE N M AR AL AT oE B BE SERl, it —25 T & LAST i R GE 454 S LR 1)

AN TR AR AR R ) = 4ERLAR

KR UIE, WAL, =45, EAPLE
FE4SES Q5, Q71, Q93

AR R R A TIREZ —, A
RIESURME . IENIAG . AR S S A M AR
HE CHEAEH " i R G R AR IR N — 2G5
SR A U BTALAS . TSGR A A A
iz KAy 2. HRTC &M T 9Frib R4
(1) F= 2 BRI, 43 5 am 24 o 5 TR 215
IX BV 2R GE (T1SS~T9SS). %L1k 2R GE ik
HIL B LRI AT B o S — 2 o WA 25 53 W 2 —
S BRGNS Sec S5 FHr Wik AR, Al
FEK EC 0 D200 T 5 3 i 1) 200 e 4/ A 58 otk A 4
Mg, EEAFFIA (TISS) ., AL (T3SS)., IV
(T4SS). VIEVMB RS (T6SS) FIVIEL /il R 450
(T7SS); MEMLFWFRGE T, IKYE SN
JIE B W s A (N SecYEG #4v 45 1 8% SUKS 42 2 5
i Tat R4) fhia 2z |, R)aEE L TRk
8 /N s a3 2 B O Nl 1 I A 0 i
(T2SS). VA (T5S8S). VIIHI/rihF& G (T8SS)
DL R IX R0 2 45 (T9SS) o PH BT I 2 731k 52 4
BRI = HE 254, BB (H A TFE IR 7K L 5 g1l
PR A AR EE LS ), A B T AE T Y 2 oo R

DOI: 10.16476/j.pibb.2022.0005

FA R 2
ARk, BEE X O 2 A IR A
crystallography) . 4% ##% 3 & (nuclear magnetic
resonance, NMR) M & U H 5% (cryo-electron
microscopy, Cryo-EM) “5EZ5H) A W24 R0 & i
R, 0B 4 2R G4 R KAy T AL A5
WS TR SR T, XIS T A T RS
LR, A B TR M R G IR s AL B B AR A
A, fEEPR L, 20154F, Costad§ 7 X T1SS~T6SS
() TGS AN WAL HEAT T 2R . 2020 4,
Umrekar 55 *' 3£ F Cryo-EM fi# T 1)) T2SS . T3SS.
TASS LA 2 T6SS 73 5 4 Wy iy FAR LS AT T 25
iAo B N R LA AR TE , 2009 4RI XSS
X TISS~TSSSHEAT T 45k, 20194F, 4355 1 i

(X-ray

s LHFITOR T AR Sk AT (21XD1401200) AT 5 [ 8RS
K4 (31972188) WEHHTIH o

s IR A

SKRIH%E Tel: 021-61900503, E-mail: zh-zhang@shou.edu.cn,
gongziwuhen@126.com

X5 Tel: 021-61900768, E-mail: yzhao@shou.edu.cn

Wik H 1 : 2022-01-06, 4232 H 1 : 2022-03-29



<2306+ EMESEMYIEHRE Prog. Biochem. Biophys. 2022; 49 (12)

Hast [ seE
’ SctA [ —VirB5
TISS
AhEE
JA
78]
A
L TssB-TssC
— MRS
T8SS
£ T9SS
T2SS T5SS ngA—§ .
CsgF % —CsgB %ﬁ I
dig CsgG A-LPS ﬂ
CsgE
CsgC
i | |
&l
PorM

Secigfz Tati& 12 PorL

Fig.1 Illustration of bacterial secretion system
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Table 1 The key structural features of bacterial secretion systems

®1 HEEDDRFERBEFHE

B SEFEHL K F B RS S AL ML PDB &%
BT OCER
T1SS )% e ABCHeizHH KWHF W (Escherichia coli) PrtD 5L22  [12]
JE IR A B MFP Escherichia coli HlyD 5C21  [13]
SHBEALEE OMP Escherichia coli TolC 1EK9  [14]
T2SS A A GspE (ATPif§) FERLINE (Vibrio cholerae) EspE 4KSS  [15]
GspL Vibrio cholerae EspL 2BH1 [16]
2 i J5 25 R
GspC. GspM. GspF - - -
JHREA GspG FER v A IR (Klebsiella oxytoca) PulD 5WDA [17]
GspH-K - - -
AN GspD Escherichia coli GspD s5wQ7 [18]
Vibrio cholerae GspD SWQ8
T3SS L SctC BATZEWITRE (Salmonella typhimurium) InvG 5TCQ [19]
SctD-Sct] Salmonella typhimurium PrgH-PrgK 3J6D  [20]
S s SctU Salmonella typhimurium SpaS 3C01  [21]
SctV HIREW IR (Shigella flexneri) MxiA 4A5p  [22]
SctR. SctS. SctT - - -
M 500 & SctO VR JEAR (Chlamydia trachomatis) CT670 3K29  [23]
SctN JaEUw K aFF I (Enteropathogenic E. coli) EseN — 6NJO  [24]
SctL-SctQ Salmonella typhimurium OrgB- SpaO 4YXA  [25]
ERIRE AW SctF Salmonella typhimurium Prgl 2LPZ  [26]
SctA Salmonella typhimurium SipD 3Nzz  [27]
WFT Sctl - -
iagl SctB/E WG KA AN (Aeromonas hydrophila) ActH-AopB  3WXX  [28]
T4SS ATPH VirB4 CEENGIARENT1E  (Thermoanaerobacter pseudethanoli-  4AGS — [29]
cus) VirB4 Cuifi 45 1435
VirB11 Wy T TREHERT T (Helicobacter pylori) HP0525 10PX [30]
VirD4 Escherichia coli TrwB 1E9R  [31]
WIS D) VirB8 WRAKTE (Ugrobacterium tumefaciens) VirBSJARZHIK 2cCc3 [32]
VirB3. VirB6 - - -
SMEE AW VirB7-VirB9-VirB11 S (Xanthomonas citri) 6GYB [33]
VirB7-VirB9-VirB11
£ VirB2 pED208 FI# & SLEG [34]
VirB5 pKM101 TraC IR8I  [35]
T5SS e L LI - WIS EEE  (Pseudomonas aeruginosa) EstA 3KVN  [36]
A5 BT - Pseudomonas aeruginosa EstA
T6SS R A TssJ-TssM Escherichia coli 4Y70 [37]
TssJ-TssM
HREEY TssK-TssF-TssG Escherichia coli 6GlY  [38]
TssK-TssF-TssG
IR EH VerG Pseudomonas aeruginosa VgrG AMTK REHR
FHSWNE TssB-TssC Vibrio cholerae VipA-VipB-Hcp-tube 50JQ  [39]
T7SS JEEH EccB. EccC. EccD. EccE. MycP - - -
ATP EssA - - -
T8SS SMES G CsgG- CsgF Escherichia coli CsgFG 6L7A  [40]
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E2 SER LK, F B RN RS PDB &%
s OCHR
T9SS AR Sov FURNNWK BB T  (Porphyromonas gingivalis) SprA 6H31  [41]
PorV Porphyromonas gingivalis PorV 6H31  [41]
PorZ Porphyromonas gingivalis PorZ SMI1 [42]
PorQ. PorU - - -
JEJfREA PorK. PorN., PorW. PG1085 - - -
R PorM. PorL - - -

1 1243 &% (type I secretion system,
T1SS)

T1SS & — 2 A7 AL T 45 22 B v 200
BRI, 2R AR 2
SR E AN IR SR, GE R 5 E SRR BC A
X, MREM, RRGE5 A HHEE
(resistance-nodulation-cell division, RND) & il
SR BUE VIR OC Y, EE R A (inner
membrane component, IMC) . Ji it i @l & & H
(membrane-fusion protein, MFP) Fl 4~ [ L 25
(outer-membrane porin, OMP) ZH %, X3/~
R LA ISR N RSN 2 G, SRR ER AL
— kS iz )il (K 2a) .

1.1 AEER (IMC)

FETISS ', IMC £ # J& T ABC ¥ iz 5 11
(ATP-binding cassette transporter, ABC transporter)
K, Rt ATP /KM~ A ReRE, 4G IR
Py DA B 5 Sk P B A % 1) MIFP 19 ] o i
ABC %1z 8 [ 1 B/ N RESIC H 2 M2 R 2 3 1k
(nucleotide-binding domains, NBDs) #1215 4k
A1 (transmembrane binding domains, TMDs) 1
B (E2a) . 24 TMD 256 8 U R A 25 FUIS
Y1 oy A, NBDs Ui i 25 5 FK g 2 4> ATP 73
NIV R s At sh 7 .

2003 4F, Schmitt 55 ' SR X SR SRR
AR, BT R E (Escherichia coli) iz
a ¥ ML 2R T1SS N 4R H HlyB 9 NBD Z5 A4k (141
2b), HFETH2AGEER . 5 1AL (&
2085 ) H24B A EM alBiEd L, F11BHE
H1 4 5 CFAT RIS (S1~S4) 4k, 2B HZ
H1 6 25 FAT B 4T (S3, S8~S12) 4L, 95 BT
& N Ui AHZB ¥ Pro-loop 5 NBD B9 #u A5 5 P A e ik
AV, ofBjE s 38 ABC 41z /A NBD K2

PREF—2L, 280 A& PRSP Walker ALY, C
Uiy 3 GRIE I3, MR EAN S, B Walker A 595
B 4T E ) Walker B 37 &AM HAEH . 45247454
BO(E2biE0) NfE S, 85 & o iZiEd
W, RPN K& NBD 5 TMD §)45 P e fL
R AEEIEA, AN, s AT A
NBD %5 #3% Bl, NBD 55 A4 kel g, & —
B 2 30 4~ S 5L R ik 8 4L A 0 &5 A8 22 R A IX 38
(structurally diverse region, SDR), 7]t HlyB 5 H
(1) TMD 4 5 HiAH BAE T, PRI X sk mT g 76 AN [
NBD i H: [] Y5 TMD {14 #8 [ P4 v & #5524 H .
20174, Morgan 55 " SR X G4 A2 R AR i Al
TN (Aquifex aeolicus) T1SS W I 25 H
PrtD, Z5AE 5 B R A () [ VR R, AR Bk
A 1A 6 NI BIEGE (TM1~TM6) F4 s
TMD H1 1 4~ C % NBD.,  H:H1 6 4~ TM B2 iE £ NBD
EHER T KK 40 A By LLiEiE, =AUt
ABI A, PrtD7E TM3 FITM6 &4 1 s L, %
SEH] i $2ELE T1SS ABC iz & 1 SR 4s &b
A AR

1.2 [REEER (MFP)

FETISS ', MFPZ 5PN, Wiy IMC
RN EMIME S, Eid 5Ky
A, BFIMCH OMP i, if— 38 i 4 34
253 WA G2 R SEBLR DD I L2 430k o Kim 45 )
2016 4F F IR &R T KIAHFFE T1SS Bfl 4 2 1 HlyD
AR B SRS RS (2¢) . HlyD HA = 4k
KAy o MBhELEAIER, KEZ N 115 A, i34 a2
(al, a2, 03) FI2AEEA (L1, L2) 4. H
, o3 tbal Mo2 K, FET 3REE S al Flo2 &
AAEAER : o3 1Y [ XIS o2 £ 58 L o
WEUIE e e 4R, AR L2 A o BEE 45 A4 a4 T 3 X
BOERE a2 a3, o3 Fllal AR 235098 BUEie Tk 25
¥, H ETA#EBT I HlyD 2544 i B/ N i i 95 A2 ik
fRskEE, AR Cufif 106 MLk R, Hog#m
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1.3 SMRFLEH (OMP)

1997 4=, Koronakis %5 ) f# ¥ T K g #F &
T1SS #MEEEE [ TolC 1y B 45 F s, {HZ2 IR L5 i
OYPEREAG, 12 AL 20004F, ZAEE UE—
FETE T TolC FARZE R Y 73 HE %, iK% 2.10 AN,
TolC & BT & . o MRHEFIRE G /B 45141l 1L iy
Wiz =&, EARSKEN140A (K2d), 1
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Fig. 2 Illustration of the structural model of the localization of T1SS
E2 TISSH&HTEE
(a) TISS/RER, A#&IMC (PDB: 5L22) ) MFP (PDB: 5C21) ', OMP (PDB: 1EK9) '"'. (b) NBD (HlyB) M#5#K (PDB:
IMTO0) ¥, (¢) MFP (HlyD) %5448 (PDB: 5C21) '®/, (d) OMP (TolC) Z5f44fi#MEl (PDB: 1EK9) M) (LA I 4% [l #5432 HA X R 11y

PDB{F 272 ) .

2 & 4 &%
system, T2SS)

T2SS | IZ A AE T L [RIIVEA s, T8 T
H4rh, EACiE o Sec/Tat AR AT B 1 HE H it
DL Z OB Ui iz 2 ] o s ] 7 JRAE Ak 52 81
HEHEBWAT S, JEmR g & & H o
T2SS JHib BN BIANIAEE , FUR )AL 5 25 Pk e
W A] o3 WV 22 A0 TR Y B R R, A SR
(Vibrio cholerae) WIEETLEEZR . " Mei = KIWATIHA

(type 1 secretion

(enterotoxigenic E.coli, ETEC) Flfiz i itk K mFT
B (enterohemorrhagic E.coli, EHEC) "“**°' f{ ANifif
WndEER . DRI 6, T2SS 322y il
R R A
transmembrane protein, GSP) J&[HFEIHIERY 12~15
AR ", LB 3, NI
FE NS H GspC. GspL. GspM, ZfLIREH
GspF DL K 1 /S BAK ATP i (ATPase) GspE ZH AT,
57 T J8 B2 181 4 22 GspG-K A A (B A 45
), SMEE N GspD ZEK (& 3a),

(general secretory pathway
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Fig. 3 Illustration of the structural model of the localization of type II secretion system
E3 NESWRFEHNEHTER
(a) T2SS/RE[El, {37 GspE innerring (PDB: 4KSS) ") GspE-N1#IGspLANiLFTi45#4935% (PDB: 2BH1) "', GspG (PDB: 5WDA) ')
GspD (PDB: 6HCG) ", (b) GspERIFRAEIRLEHY, G A (PDB: 4KSS) ). 4M¥F (PDB: 2BHI) US, (o) 9GS MICE N
FLINET2SSHYGspD (PDB: SWQS8) '8, 3o [CEIJE L3 HE.coli T2SSIUGspD (PDB: 5WQ7) '8 (L) 4% 543 IR XS 1B Y DB B,

HEATL)

21 HEAS

TET2SSH', GspC. GspL Fl GspM & 4h & 8
F L, 3R s I R BoRn ] B A i, X e T S
GspF M GspE 4 65, TR N1 % F- 5 (assembly
platform, AP). GspL Fll GspM 1] ifi i A B.AE FTE
BURRE 1 [ S5 08 — 2R AR ), 5 GspC Fil GspE
HEAER, TENEE& ke b A 355 E ] .
GspE J& v T 4fl i Jot P9 (1) PR R 7S R 4K ATPase (]
3b), HEMES GspL Fl GspF A HAEH . GspE Y N i
NIE £5H it i 4 R4 Sk e 4L 3 N2E 4544550, N2E
S5 R0 Bl S B 1A B SR A Sk i B C g
ATPase CTE 25 #4358, . GspE [#A I RiGHESES
ATP/ADP 4545 i A LE BRI 524k, GspC
GspL. GspM H1 GspF 4 Fll N B8 1 AU R 23 bifi 2
FEA R R A, DT PR IR B AR 25 ) i AR e
{H B AT 4 Fh B EE 11 A S AP #%.0> GspF 4544 v A fi
Br, XTEAS AP HLHIHRA RR i — P IR R

22 RBR=Z=EASS

T2SS il & — K W £ (pseudopilus) & [
GspG-K, 5 EME| 40 I AME S BB AR, X
P o B A5 R B A TS (| b (1B 3a) . i
TR B B 2 1 GspG ot ad N S M e w2 78 P i
b, HABE T #E A GspH. Gspl. Gspl Al GspK
RAETE GspG MIRTELE M T (18 3a), H[ETE AL
T2SS (R Ji 454 . FENCAE A GspD i 5, it
R BAE R IERR, DA SE SR E R i =R IR
Yt amaE, A SEBURYI R s B
2.3 HME

43 W5 2K 11 GspD J2& T2SS i = Bl Mt 2 11,
i 6 A W) B9 45 4 UM i, B4 NOL N1, N2,
N3, 43 MA (secretin) F1S (&l 3c) ', Hrfr,
NO. N1, N2 FIN3 41 B N 3 45 #9 4%  (N-terminal
domain, NTD), SJEHIHFIT2SS Y N RELL 5 AR
5 Secretin Ml S 4% 4 3 44 B% C ity 45 #4938 (C-
terminal domain, CTD) , & uli &b J& FL WK 45 4 .
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2005 4F, Chami &5 " iz FIY& VR L BE 25 6 S 0K 53
#r (single particle analysis, SPA) AR IKENT T
FEIR e B A R (Klebsiella oxytoca) GspD 4514,
LR IR T RAK, BRI 2 FRIR G
FTEM M B, R EAAAE LA B 28l i i
CETT 4N, VBRI AN E . 2010 4,
Reichow &% % iz I R HL B AT T 22 BLINEA GspD
MIZEH, RGN FRI 2 AR, (HE
A LG TR GspD 2544 2 th 1A 1a) SN 58 th B 2544
K2180A (Kl 3c), I, GspD FMEsIAEE 87
R BT e TR A IRTR AL 2 MR (Bl 3e)
20174F, Yan &5 SR VA VR LB L AIURT A
)5 HT T GspD 2 K E S Waity (Kl 3c).
MR E IR~ T GspD E A8 T HAG X FRZ R
&, RRTFZATHGEE - A PR R A5 . i
LI MR T GspD B N s ML @ E 2549, C i
RZE BARSEH, B 1P BAT (inner barrel) A1
NAhBAE (outer barrel) ZH A, HHAMRTH Y S 45
W OCFHT BZER, MM4ERERUZ Bl e
PR hIEGEIE EORSE B H 2R ) o3 W i DG B

(@) ; ; (b)

AR

SENLEEH

Pilotin ‘3 :
JE R @ , 2 (c)
25 ] ) % E )

P

D705, BERE M G PA )3 1 AL B RCIR S, kIR
Yid i GspD 1835 [f] AN

3 MEB 46 R %
system, T3SS)

(type I secretion

T3SS & 9 o3 Wb Z Gt v 2H it 52 2% 10 43 b &
G, JTRAFET T TIRE (Salmonella spp.) . INH
(Vibrio spp.) . & [KH (Shigella spp.) . B Pl
W (Pseudomonas spp.) “FECRMERE 2 [REHTERH,
RO ) S 30 1 S A 1 20 B 5
T, DASEIUAHER 5 BE AR 7 T3SS Hi 20 27
WA, EYRE T Z R, — L6 55
AFREY) (K4a), T3SS£WEEAEAFYIF 4y
AN, A SR FFREAL Y “Sct” 44 617
filik v WEART, ATEZLXVFZYM i T3SS
AT TR, R B XS AR HOR S v VR BE
HARWE T 28V EMEIAE (K4, ZRR
FEEAAE: FEIK (basal body) . JiEH) i 4 E
T N T3 7 e =
(cytoplasmic ring and sorting platform) . PN FF S &

(export apparatus) .

InvG (SctC)

s
N i

Fig. 4 Illustration of the structural model of the localization of type Il secretion system
B4 MESbRFENEHRER
(a) T3SS/EEE, 414 SctC-Sctl-SetD (PDB: STCR) ) SctU (SpaS; PDB: 3C01) *, SctV (PDB: 4A5P) 2 SctO (PDB: 3K29)
23] SctN (PDB: 6NJO) 2*| SctL-SctQ (PDB: 4YXA) ! SctF (PDB: 2LPZ) %' SctA (PDB: 3NZZ) "), SctB/E (PDB: 3WXX)
281 (b) 72: Sctl-SctD (PDB: 3J6D) % #7. SctC (PDB: 5TCQ) . (c) SctF (PDB: 2LPZ) P WILEAHFIR &R (L 4 &Yy

2 BN B PDBAR Bt A T2 ) o
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IREZ AW (inner rod, needle and tip complex) . #%
izfL (translocation pore) .
31 EE

T3SS F i S ) A 2N B P A SN () — ZR 51 34
ARZEFY ) FBH SctC, SctD Ml SctI # i, Hirp
SctC I JMAMERR, Sct Fl SctD 78 P IEHE L[] U 3
SctC. SctD F1 Sct] #B & A 1 A4 8 57 I ALE 3
. DOENBEIR AN ILR AT, AT
PR L % ) SctC 1Y N s &5 R A R i, 5
SctD ELHEzHz i, SCELNAMEEREE: (Kl4a), 2016
4F, Worrall 5 W iz FIVR VR RERRATT T BRAOFE VD]
[CHA T3SSHLJE ML Hy, EHCHMAIR “124” 5
“REART ZEARRAE . P, PIBERAH PrgH (SctD)
I PrgK (Sctl) 4%, PrgH fu3E PrgK I 2 1~ 5
T VU X R i £ RO BRSSO InvG
(SctC) [ (El4b), N T HAGXFREZ R, I
FEAME L AUZ B A, Forh SN2 AR EE B —
UGS A, W2 BIERL “BTIT”, #iR
Y B A i B A
32 EYMHEE

ISP A B TR R O, i AFEN R,
MWL, S PP (T4 AL SctR
SctS. SctT. SctUFISctV (K4a), Hiftiit, HFH
104 Fft 25 RS L5 A0 3R 22 5 1 PN IS4 1 206 o AT i
EL PR R A AR S Ze . SctR | SctS Al Sct T H i 1
ASLL SetR HC 1 LR A, XIS 0 A e A e
FEREEY, SctVIE W A FIR SR, {7 T3
JEEF ATPase & A 1R Z ], BEAS B A I H1 SctR
SctS I SctT Fl 4l 2 I il iy “ i GF &8 7 Sefk
SctU J2—F H R & H B (autoprotease), H: C 4k
MR AE )R AT e R BRI A4, AR 5 R [
T3SSTuF A A AR EAERT, DTS NI 3 b ik 72
TR A A Y. HAT6 = SctR . SctS il
SctT B &5H9 {5 B DL Az SctU Fl SctV 1) 15 ik 2% #4 35,
AP
33 MRARSSEFEE

ML IR (SctQ) i FIEYH i E T, 5
ATPase & 518 (SctN. SctL. SctO) —f4H Wik
YIS R A E T4 (F4a) @, EWERHE. ]
G S5 20 B 1 T3SS 408 T 5 A B R 1SS AG T
P PR A A, LB AT e AR AR 6 A B 4%
(Spoke) , TR S A A G ISR o FE 511k
FH, ATPase &2 G AH Y SctN i i 4 8 1 SctO
B SctV SRR I, I %42 ATPase & & 1K

SR E . MM (SctQ) H1 SctK {7 F
Sctl [l 58 A Uk, b SctN $E X407 15, B SctN

L R O N o R R S 2 N T =
MBI A TR M AR B S I3, ATPase & &4

FEEAT3SS HiEf THRE L RE & s
34 HAHFRSTREEY

PNAT (inner rod) F Sctl V. 3 B2 Jitg 20 265 1 %,
Wit “HfE (socket) ” ZEANIERERI N PEIR, Al
FRREZ AW (needle complex) 428 B FAR =, £
RS AW FBCE A SctF I 5 42 e 40 e W (&
4¢) o FEAHARY N sRZE A TEHAF R, Cuw
femst i, AEORSF IR EE R R TE IR E B3R
X AT BB S W T4 TR 26 B T S 20 A 00 RE N Y TR
W 2o IR A Y TE A AR Bk O i & A R (tip
complex) SctA 5, A LARH IEEHIRE & Yy fif
K, AT IOVt B, B B i fLE e
F YRR A 7
35 BTl

iz L2 T3SS 442 T SctB Fl SctE 715 41
WL RSB S5 A 53T )2 O i SR AR ER &2 A A
W] AHB TR T ASRIKEBEZ &Y . &
(R4 R 2 i o, ks LI g e Fnn 475 15 Bl
16 EH ML AR A2 K 70 R TR R fb A
i N3 | 28 1 1 P24 o = I I (BN = Vi1 5P 1) 7S
ZEIRRE R, AR DI RER AL

4 IVE W RS
system, T4SS)

(type IV secretion

IV %1 43 W & 4t (Type IV secretion system,
T4SS) J—M ZAEETHE T L2 URE . 2415
s 2 28, 5C R ILAG AR, T4SS
A DNA #7542, RIIZ 2R 50l 52 B4 TR 942
GRS . DNA BRI . 200 88 14 A5 T RE
LS Bl o0 B Al M R AR AR RE O Y o
T4SS T T & e B S L UK P 7 78 1) FE 2L
iz —, Z2EE A R TR A AR B T R S
H B G fith i T4SS S5 B 2450 RN B0 1 55 4= ) 27 M
R AE R L MW e R R R R AT R
(Agrobacterium tumefaciens) Ti i ki . KM #
R388. pKM101 %4244 TR T 4 it (1) VirB/VirD4 £
St 2 T4SS WML~ 77 R Ge i 124034
B , VirBl., VirB2, VirB3, VirB4, VirB5,
VirB6, VirB7. VirB8. VirB9. VirB10. VirB11 Fl
virD4 ([ Sa) . H ., VirB6. VirB7. VirB8,
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VirB9 il VirB10 5 VirB3 JE i 7 42 il % v %% B,
VirB2 Fl VirB5 JE B SE A 3] 40 A Hb 25 8 Y E E
VirBl J& — 2K Ji T % WO S R B I (lytic
transglycosylase) , 1] [ fit ik 2R B% 2, VirB4,

(@ (®)
L HiE

b i
VirB3

ooooo

W/PIZ TR
e

VirB11 il VirD4 W] & % & 4t 3 4~ &8 2 ) 4t i
ATPase, 445 WELFTAMY B 1% R 4550 N ATPase
WIRE A . INEE S AT 41557

N NTD CTD
VirB4/TpsVirB4,..

VirB9 s

B S Vim0,
. %ﬁo :

S

¢ VirB9_

Fig. 5 Illustration of the structural model of the localization of type IV secretion system
Es5 VRIS RENEHRER
(a) TASSREE, f1#VirB4 (4AGS) /| VirB5 (PDB: 1R8I) 3| VirB8 (PDB: 2CC3) 2| VirB7-VirB9- VirB10 (PDB: 6GYB) !
VirB2 (PDB: 5LEG) ', (b) T4SS 3% ATPase (¥ W 5: %], 437 VirD4/TrwB (1E9R) P*' | VirB11/HP5025 (PDB: 10PX) '* | VirB4/
TpsVirBd.y, (4AG5) 181, (¢) T4SSHMEIE & ¥Z5HIE (PDB: 6GYB) ', (d) pED208 5K 4 5 T4SS 1 76 45 4 AU 2 iE 1% (PDB:
SLEG) ¥ (DA _E45% B 8% A PDBAS BUEA T4 )

4.1 ATPase

T4SS i 3 4~ ATPase (VirD4, VirB4, VirB11)
BIRIRRIS A, 7T Z (s, +ak4n i
Jo1 g 5 0 I TE R W) 5 i o AR b kS B B AR
(5b).

VirB11 J& T “Traffic ATPases” %, %% 1
JBT 1) 1 T TR A 8 A A 7 TG I ) as Hi S A
FH 7S 20004F, Yeo 55 7Y iz I X SR i AR g BT+
AN fEAT T ] IR AT B (Helicobacter pylori)
HP0525 (VirB11) ADPZ5& L ME5H, %454
H CTDZHAEAL 14> “/SM4 7, B E7EH NTD 4
IS IRIE L, A ST RISAE ], S
5 ATP 455 s Rl SR S5 44 (R T 5 B 7

VirD4 J2JE P ik A S 7 18 38 2 /i S5 G2 AR,
A R B e H B oM R388 R 4L (1) TrwB
& VIrD4 B N Z5 R )AL, 2001 4F, Gomis-Ruth
8 BV E X TR AR AR AT B R AT T TrwB Al
W IIEER, RS EA 1R B RS &
B (NBD) HI1A~SRMEES A KL HFF 2/ o
gEF, (AAD), 383 N i B B54 52 e 37 4 1 P S
F, RIRY R Z ARSI G IS5 Rk
DNA 4% %) b, VirD4 B9 uE B AELE 1N
Vi 5 SR R B 10 (HK S R E R R AT, TR
e N IR R B BTSSR AL

VirB4 i & 1 1 CTD HINTD 2 445 #6344 5
H.CTD J& VirB4 & (A7 b E RSP RgER 43, 2012



2314+ EMUEEEYIEER

Prog. Biochem. Biophys. 2022; 49 (12)

4, Walldén %5 ™ iz IR URFLGEAFNT T IR HAR
SEFTFE (Thermoanaerobacter ethanolicus) VirB4 B
CTD, ZZ5HEL & AL 2A T 1 Walker A Fll Walker B
P (El5b) o, HARSFREE KA NTD A N BERS
S MY A AR, ARGED RN, BN
1~3 NS BREIX, HEEE G X I 4 M VirB 11 21 P4 i
i VirB6/VirB8 (B s B X EH ™, A, ZEN
JEXF BB A S gy B B EE

VirD4 . VirB4 1 VirB11 ¥ i B o] R A2 7F — &
HAHEAEFT 7, 20184F, Chetrit %5 iz FV 4
BRI AR f AT T g Il ZE A TR Dot RELE R,
HADotO (VirB4) 5 DotB (VirB11) 43T
1A 4H B S E , DotL (VirD4) Wil s b 5 25007
YIs a5 o ade, ISRz, Mk, X3
> ATPase 1R AT Y Bl 1 A~ K %) ATPase & &4, A
JE W e Ao B 4G GE K pE e, (BN RR Bt —
B
42 HNEEEW

WIS A8 33 VirB3, VirB6.,  VirB8 41
B, PIOARTR 7 AR k52 838 i B . VirB8 & —
Fh XU RE PN R EE 11, 1 NTD RIS 48 K 1) J&] i
CTD 4%, 20064F, Bailey%s ' iz JH X 4k ik
FEMTHARSENT TR AHT A VirB8 (19 J8 i CTD, &
PR RIE —RAA, A R AR A AR 2 A
PRSP, X T SRARAY A ELAE R R R e Pk 5 o A
H, It HAh VirB 2 11 F1 DNA R I e 25 &
f i, (HHFTZE R NTD R i . B 5
P, virB3 5 VirB2 1 VirB4 75 N I | AH HAE
FH, ABCES R AT, X T4SS A afEI/E i
ANHHRE ™, VIrB6 & —Fh 20 S NIRRT, B 1A
JH B NTD. 54~ TM A1 1/~ 40 il J&i N i CTD #4
B R R i A AR Y,
H W% 8 0 25 8 o R AT, A Rk — b
fFT o
43 NEEEW

20184F, Sgro % iz VA VR HUBEIAAT T M A
HHME (Xanthomonas citri) T4ASSAMEE G,
ZEER H VirB7 . VirBO Fl VirB10 £ A%, &1 DU
XFR, B ASMERSNZ (02) FMINE (12)
Wk, Wl EEE, Hrh, 1)2H VieB9 #
VirB10 () N sty 5 ¥ 38R 4 5, 3 3 VirB 10, fili 1 7F
W L, FEIRTIE AL 1A EAE N 80A (WFL. O 2
VirB7 LA & VirB9 #1 VirB10 ) CTD #4 i (&l 5¢) ,
VirB10.,, 7ETERIE L “36 77, AP L EHEN

45ATEL, SLIF O 2B = AN MM R BE A R |
ZEEHAEAE VAR & 4R 3, i 08 &1k
BRI 43 2 VIrBT 2 —Fhid AN /N5
TIREH, FEH 1D oA ERIRCTD, 14
55 VirB9 e, FH A FH A9 N 356 75 51 A K 14 7] 5 Ho Al
VirB7 WA BAE A a B2 HELH AL, FEAMNIERE A9
FRITE ol B 21 B B . VirB9 H 2 25 ek 4
HNTD i1 14~ B = BIE 458 S 1A o R i 40 1%,
CTD Wk 14~ BIT B AL a3k, 3 2 &5 H
W AR o SR 4 T4 Y. VitB10y,, 5
VirB9, ., A —E I, IR R i is i it v =
AR RS S8 Ak, DAIE N BN AR B F 52
44 HE

T4SS & i 2 H [ VirB2 K E 1 VirB5
AL Y, HET, VirB2 8 A5 i bT £ 2 L8 F
H BB RETT o F B 2 1 51 40 1 20 it o 2 (1]
IAN2Z, A TSR, Uty 2
AMRLAE RS, DT 7 L 1 A0 - 200 e
JE I 28 Wi SDS FPL By Ul iy “ A B+
20164F, Costa%§ ™ iz FIVR RHLARARHT T 539t F
JFCRL AT pED208 TR 4 i T4SS ) F BRI B45H), —
I VirB2 TR HERRI K (K15d) . fEiX451
b, BEREmEH M (PG) 5 VirB2 LA L < 1R LA
HETHES, DMEHRESE RApa s . &5
AR, R MRS, VirBS
NFEER T, EH B4 DNAFEE S
PRV S D TR 5 T EAE A PV, 2003 4, Yeo
8 s X BRI B f# BT T pKMIL01 J5T
B VirB5 [F IR TraC, %8 (A5t =12 e
IR B A B CUR B R 4 A B, A7 a5 A 4t R 3
VirBS5 7E i B A EZAEN .

5 VARG
system, T5SS)

T5SS W # fx H £ # iz E 1 & &
(autotransporters) , HAF S FEFIZ RGN I EA
C ity B Z5 3k — B3 A OM, SETE A T i 40 i %
i) B ARG, TSR sh 2 F Ao s 5
T2SS AR, T5SSU Pl 2 4: (Kl 6a), +
B2 5 20 Mu ] ) 286 R AN A R B T R, 7

H B4z R FE M55k (signal peptide)
e & 25 Ry ( “Passenger” domain) & 5 v Hiot
(translocation domains) *' 3 /N5 . 155 ik
AT A Ef S BB N, AR H 7 21 5

(type V secretion
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SR — T
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i

Seciffz

DAL TT

ST — S

3NIT 2GR7

Fig. 6 Illustration of the structural model of the localization of type V secretion system
Ee VENMRGEHEHREE
(a) T5SSRZE, LIvakfil, (5 EstA (PDB: 3KVN) P (b) Va~Ved R, FLAGE AT S B aniE s 5100 (R4 4k

XS A PDBAE B T2 ) o

Sec iz 1 KA, YRR o L5 F4 38 sk
NZitgsg, ErllT A FiisEAANFENII6E; 5
PrER TP FR Y B A5t ek C &5 M, (T o % 4
P By ieis L HAT, AR TSSS AN R () 454 J
B PR A 525, B Va~Ve (K1 6b),
51 Va

Va iy i) [ F 5% 15 R 4t (autotransport
systems, ATS), 20104, van den Berg ** iz F X
SRR T — 2K A R iEEA
EstA, % BAATE VAR REAE 1Y 12 % B AR 45
F, AR L B AR I N Y o MR E I B ol K 4
i, ZE A R A LB IR 1A DL o SR EFN
RS R E OB S, HIRP iRt s ) .
it RZH0Va i T & 45 #4158 52 B BRIk g 3T
LR, WA HEFFREM 2R (pertactin) (PDB:
IDAB) (Kl 6b). Xf Valli s, HUWIZE @S
Sec Hin R g AR, LT & A B A5 5- BRATS B
fESec b FEFFT, fHMBENS A R4
GIHTIF, BEEAE S W55 IR DIH, Bk A A
HizHEH. AE¥izEA Cimdl BamA i) POTRA
SRR, EREEE R NIE L A R, R
Fe & L slihr 2 WAL, HETTAE AR BRI VE T R

HHz 2 sp o
52 Vb

Vb X FK R WA AR ¥ i2 & 48 (two-partner
secretion systems, TPSS), S4MEH FHizHEH
ANTA], TPSS H3fe & 45 ¥ 38 A ) v PR oo T AN TR Y
ZIKEE, B A IPLFR A TpsA, L (i HLICHE
FRoA TpsB ', H5MRZE A F iz HE A, TpsA
EEASTAHIDEMFESE ", ENmSA 14
R ELRSF ISR, 29300 1 FRIE B, BEFR AL
PEARST M (TPS) S5k ' B H AR
(Bordetella pertussis) 22K IMEEZ FhMTZR (FHA) /
FhaC J2 it 5 ) WURE AR 70 i R 48 17 2004 4,
Clantin 55 " F| A X 59 2k AR 2 B R f# BT T FHA
() TPS Z5 M3, SN —A pURE, [R5 31
WEHESNELSY , Horf B URIE ly FHA B A28 44 (14 )
s R SR A Ve RS PR A v 2
o 2007 4F, ZAE#MNT T FhaC HI45H, %4514
BIHN—A- 16 K BHH, 5 EstARIJE. BHiNAEE—
AN o B85€ , JABTHR 53 21> POTRA (P) Z5 4 5,
PR, % 2 F SR A T TpsA 1Y 45 & 7 A1,
TpsA 1) TPS 45 #4) 5 & 5 5 H [W] )5 TpsB Y POTRA
SERSUHEAEH Y, dEmE S A FE s KR
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BT TpsA & IR I At oh s [a] 11
53 Ve

Ve iy = RIKH EH s EANEE RS, %k
HOH 8 W R KPR (trimeric autotransporter
adhesins, TAAs), BEHEAMM I 3448 B T AK
DL TR . TAAs BB RN & 4544,
WA= BRI IE R AEAE . 2006 4, Meng %5 ' fi#
Mt TR AT IE  (Haemophilus influenzae) %%t
% Hia &y (V FRITIZERE Ol — SRR R AR 25
¥, BRI 4 45 BEEFN 2% a BB ERA AL, ABPY ER
3%k aBRHET . 20124F, Shahid 55 "' R [ 25
Wl e IR B R g A 17 N g5 W R B R AR
(Yersinia enterocolitica) %[l % YadA Zj {3 51T Y
g5, WP = RARE WL BARARSE
54 VdXkVeBEXHIZRS

Vd A E5%15 F 558 5 R e I8 4 B TR
(Pseudomonas aeruginosa) Patatin FEfR M PlpD A% 43
Wit R, HIREEEUE—FIRIRES, £ 0 3%z
SERUE B A S KR, B Va RGEANE, Hk
% 45 BE i POTRA 4514 3683%: 452 31 5) (v BT B Al
ks, AL BRI RN . Ve H £54i2

@ © TssG
Head
TssJ Neck _g@/g
C-terminal
- extpsion. 89
st rro i -
e 0 e GO OGO TSSMCTD
%Tss] Foot2
g% - TssM TssMyyy,
A
TssL N \'\muhm)»f
P ) o J( < heltiexnmna
i 3
. Neck
VerG PAAREE#UE Head 2 ’
TssK ) Q
TssF-TssG g:z: TssK
TssB-TssC =
ssB-Tss! 22 G
o

552 T5SS HH L 5, 20124F, Leo %5 " AR 4%
SERRHIE UK B RN R/R BRI E AR
Ve i 251, HRE LIRS 5y pociih B 5
Va ZGitIR, FHEMNEERIENERESY,
ZEAY) C b 5 57 S ICRENE AR BAE HITE AL 14 B
MR G5 #), B BER EEH . H BRMhELZ Ve 1Y
REARZER, A RpiE— 2R .

6 VIE &b R4
system, T6SS)

T6SS 2 —FNEl &7 Y5 B 4 A R 1) K 43
TFHLAY, B K& BT 4E 01/0139 1) 2 FL 9K
T B DR IR Y AR A B R AT SE
MECTE . RERACH . AR IE AL . FREEN
AR N U HHADS RG], %
RG] [P 2 A %00 P ik 20 ¥0 40 . TeSS &
B 13 MRS L AT A R O R A LA B
JE AL (B 7a) 0 AR T A A KB
Ao R S RMERE A . Hrh, BIE A
5 W GR A T e e A — e AR T,
A A Al TR 20 L

(Type VI secretion

Fig. 7 Illustration of the structural model of the localization of type VI secretion system
E7 VRS RENEHRER
(a) T6SS/RAER, 5 Tssl-TssM (PDB: 4Y70) P7)| TssK-TssF-TssG (PDB: 6GIY) ¥ TssB-TssC-Hep tubeE 54 (501Q) ). PAAR-
Repeat-VerG&Z &% (PDB: 1K28) "2/ (b) TssJ-TssME & ¥ W3 (PDB: 4Y70) 7. (¢) TssK-TssF-TssGH:AM 2 44 W% (PDB:
6GIY) %), (d) PAAR-VgrG/RiEE, f14PAAR (PDB: 4JIV). VgrG (PDB: 4MTK) "', (e) TssB(VipA)-TssC(VipB)-Hep tube &4

( (PDB: 50JQ) ' (LA 4% ¥4 BEXT IR Y PDBAE B T2
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6.1 REEY

T6SS i 52 4 ¥ i TssJ. TssL 1 TssM 20 i,
TssM # SR 2 11 Tssd 5 N AR 11 TssL i Hz ',
2 B DA A T A2 e 3] ] B s R AR R B .
20154, Durand %5 7 FH Gl T BB E T
SRR AN, ZE G RN FRY
Z, Hh, TssMH 2S5 A, HNTD 2 i
44 o SETELH Y 1 MR, — Bk p R T
T3 —igk C s el 4y 55 . CTD WE 9 4% B4k
AN B =HIAEH, %4585 TssT % (K 7b).
TssJ 45445 TssM ) CTD 25100,  FH 244 4% BAELL AL
1A B R Z AN 1A o BBIEZH A
62 EIMEEW

WS R, T6SS BARAE AR I Sl Tk i 14
IR aE =N S A S IV G o2 W A S e 4
TssK-TssF-TssG. Hl| 288 1 VerG. B # TssB-TssC
N Hep & (Hep tube) . M, ¥ HEE T
P9I B IR S A IR AR R 2, B
S FI R S AE FEARCF & 28T A, TssKOKF IR &
Y5 REE G
6.2.1 F:AE 5 Y TssK-TssF-TssG

FET6SS At il , BEMRX LG G, ol
Sl kR B AEM R A, 0 AE RN Y 4 57
el Sl VerG R RO R 2, R AR
J2 T6SS ROk 4. 20184F, Cherrak 25 ¥ 5z ]
RURREINT T R EERE S, 2452
PR LS SR SRR, TEEUEE &
Wy, TssG Fil 29 TssF (TssFa il TssFb) 20 2% Jf;
T6SSHUIEE AWM &7 H51E, 21 TssK =Rk 5
TssG tHEAE L BBUE 5 WA %, /157
WEAT, B A YR R A A HGENE R 4 2
AT VerG RN RE i

TssK = ZR A 56 A N 3 1) C 3 KK AT 4324 N
s o BRNE . IRl (W FR A Shoulder 35,) . 4
2k o METELH B IR TE R (WFR M Neck [X) 1 C iy o/
BLE M (AKX A Head 38k ) (& 7¢c) 4 447,
TssK 2SI B E S Y F N R, &k
R TssK 45H30 5K Wi #{A  (Siphophage)
TR EARARESE, (HECsit bt —1 %
JE 1) C Yy Head 254938, VARESE B 3z ik, S8
U

TssG FH 2 ERIE X IR A%, TssG-D1 Hi Head 3k
ZH A, TssG-D2 I HH Body 38, Fll Foot 38 2H /i, , Neck

B AT (F17d) . TssG e & Ak ey oo
B8, F TssFa 5 TssFb A% (&7d).

TssF J& —FPERCIRE 1, H N v ZE AR 437k
Antenna ZEF3K, 2 55 o BEHELH A, 1 CumBkIE 45
FI A 43R S AN I, 454k 1 (TssF-D1) 3B
SRS, PIOR S A o SR HER 3R s 2542
(TssF-D2) )& B = BHIR45 4 ; Z5H9 583 (TssF-
D3) J& o BEHELE R, 3 EIRHELL AL SR
4 (TssF-D4) S 1 MI8EFN 4 5% B T S4ELAL Y
o/f A JE; d5kglk 5 (TssF-BD) #R-N 4 328, %
Antenna 5 TssF-D1. TssF-D2 L) K& TssF-D3 i #2240
Y B- = WAL
6.2.2 VerGHIZREH

VerG B2 8 T g wT G, L C umghIk g
IRERE NS 28 B 1 R ARSI nT AR P
ZhRgIR 1Y, PAAR B PITE VerG — RAKTIGIE %
RIHEIE 450, flideumsde (K 7d), #5 B verG Xt
i F AR A o 20134F, Shneider % '™ iz 1 X
ST AR AR AT T PAAR-VErG B A W45
Horp, AU#RT T VerG B mIE s, N3P A
R BUER IR PIZIE, PAAR IR 9 55 B Sty
R 454, Horh 3 2% BT & B TP WU HE TR 25 1%
JES VerG 256, Fiok 64 BUTESEIL AL 3 N8 14
TRTOS I B & I 2k, A5 78 4 i 8 B IR E Y C
IEEF, TN AR O, JRE
VB F PAAR 25 1T #5717 300 25 /0 3k 5 VrG 45
4, ilid T6SS H A FIHINfE >, [HIk, T6SS nf
B US4 B B 1 ) A6 v T A 2 40 IS 26 2 AN 806
.

6.2.3 EHETssB-TssC

20144F, Kube %5 " iz R VR L BE M MT T 78
GLINE BS54, /67 TssB-TssC 24k 2 &)
P, DL30°TER: f SR, B RS ERTR
vkt (B 7e), I Hizg574E 11t 4
ZBEEAL L MAZ O, HFRE B H . 2017
4E, Wang %5 ™)t 7E VipA (TssB) N i A 34>
IR, AT T MR A ZE LI TeSS &
W-MEZ AW, 1B R T T6SS it #ts)
RGeS AR T RIS, DB A, it
4k, ATPase ClpV 1] SEBLX] R &S M) 40, LARIR 2
T LB IR L RE
6.2.4 N HepH

N W IR I H A (hemolysin-
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coregulated protein, Hep) #4%, Hep BE AT /540
PR T RN E R, 3 AT SC BN T 3 1 4k 1 5
I 27, B SRR AR RSO, R OB AR
FIHATR I, CEHE T 6/ Hep MMiRZ: Y, ¥
BRI S AR A, T S50 5 h 21 B
HIZFAS o SR EZH A 2, (HH I RE 2 K.
Suarez 5 ™ WFFERBT, i LA E M T Y Hep FAIR
T EL RN A TR R, I AE s SO, i
PEAN B AEHRE , {0 Lim 55 1 X2 BUHAA 7 1
W (Burkholderia pseudomallei) Hcp A5, It
VA I Hep X 240 A -5 Bl 40 R B0 PEAEAEAT AT 52
W, PRI, Hep 7EAS [R14H TR H AT BEAATE — 0 26 57,
T 2 A B2 RS

7 VIIE 40k & % (Type VII secretion
system, T7SS)

T7SS & = [LPHPE R T A R - R 4,
FHFAREF Sec o Tat ik 15, e R AERE T bR A 25 4% 43
£ FF # (Mycobacterium tuberculosis) ' #% &
P WKL, % 5 5 S A AR A T7SS
(Esx-1 2 Esx-5), HEAMNFEAEHGE, Hof
FLELZ ISR Esx-1 A1 Esx-5 507 Esx-1 Z 54 A
XF AW /MR kiR, XTARPE A EE ) B E
Esx-5 RAFTE TARKGHEM A EFTE T, 2518 F
F9 o 5 B2 I 3 T R A0 TR AR e R 5 R Y A
ol HAT, TTSSIZEH M AT B e T, H
M TIZ RGNS AR, PUHA S UZ £
SR T4

LA, 700 5 T7SS B9 2 1 5 A7 EccA.
EccB. EccC. EccD. EccE fll MycP 6 F (K1),
BRI ATPase EccA %, HARIHIEE . EccC
J& )& T FtsK/SpolllE %K J& i) ATPase, i 3 NBD
5K EsxB 456, T ATPase I 5 5 S i 14 .
EccD S AEFAT 1185 ERIE , P kg 4l & ]
REZ 5 THAGEIA IR ™, SR, ST E Ry
PIAE I ECH A T7SS 257 EceB il EccE [ I E 14
RyEHE, 20174F, Beckham 45 ' 32 FH fi YLl Bafift
Br 7Y BiAF i (Mycobacterium xenopi) ESX-5
WA KD = 4E454, EceB;. EceCs. EceD; Fl
EccE 2 HH 145 nm AL B A5 B G, 29
1.5 Mu, JELARVF4TE I EsxA/EsxB Y5415, B
FIHT T7SS AMEAR FH A HAR S5 H AP 4 43 W AL I
KH, AR PR

8 VIIIE 4 &% (type VIII secretion
system, TS8SS)

T8SS PR MIEMHEG L 4E (Curl) EWG
BOER, ZHAETBTEAY, kW Curli,
AT HEHE I H CsgA Fll CsgB APV FE4H A, BERE
PR AEM BN AIE B, JF 518 3 0 R EAE
F, UG 20 R HCAEE 25 R8T 10 VRS 243k
Y5, T8SS T M Sec I Wiz £ i Jii 25 1]
MR AR BESS (K8a).

T8SS By /M A W 3= % i AT i PR B X
CsgE. CsgF LA S AN H CsgG ZH M. CsgE Fl
CsgF /% Curli 2 A RY 43I A E A7 14 X BE R 1
RAEAEVER, HAo CsgE B0A R 2 CsgA AOFF 5+
AR, BEHES B CsgA 2r b, 3R 4h CsgA
R4, CsgFNIh CsgB MTERE M, #ifk CsgB#
&5, M5 CsgA KAERAE ", 2014 4,
Goyal 5§ "% 32 F X SR iR 2= R R i A 17 KB FF
P CsgG B2, 9/ g il K, B4
FLPRML 4 2 A%, AL 3655 BAIRGS . AR A
Yy R Y B 1A AR R 35 AL R 40 A
2, 250 MR BEE BUE BT, 2950 A &
i N A R A BEBR % BE Tyr . Asn A Phe JE A0 A9 3 1]
DIHEB IR, i CsgG K RIVEY A 2 1751 L
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Fig. 8 Illustration of the structural model of the localization of type VIII secretion system
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Fig. 9 Illustration of the structural model of the localization of type IX secretion system
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Abstract Bacterial secretion systems are sophisticated nanomachines that are used by bacteria for selective
transport of macromolecules across membrane. These membrane protein complexes play critical roles in bacterial
pathogenicity, antibiotic resistance and ecological adaptation. Hitherto, a total of nine secretion systems have been
identified and named as type I to type IX secretion systems (T1SS—-T9SS) according to the chronological order of
discovery. Recent advances in X-ray crystallography, nuclear magnetic resonance and cryo-electron microscopy
increased the understanding of the architecture and structure of these macromolecular machineries. That provided
unprecedented views to explain the mechanisms of how secretion systems release the effectors to the extracellular
environment or host cells. Herein, this review summarizes the best knowledge of the progress of bacterial
secretion systems (T1SS-T9SS), with a focus on their structure and function. We also highlight major advances in
novel antimicrobials targeting these large protein machineries. Finally, we provide new perspectives for the future
studies about structure identification and drug screening of secretion systems.
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