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Abstract

Bacteriophage ¢X174 is a small icosahedral virus 26 nm in diameter and one of the simplest viruses

having a single-stranded circular DNA and four capsid proteins. It is also one of the most well studied

viruses, however, there are many unknowns, in particular, about the mechanism for the recognition of

host bacteria. This review discusses the mechanism for host-recognition by summarizing the studies on:

1) structure and morphogenesis of ¢X174;2) the three distinct steps in phage infection; 3) structure

and function of lipopolysaccharides as phage receptor; 4) role of capsid proteins on host-recognition;

and 5) interaction of spike proteins with receptor lipopolysaccharides.

Key words: bacteriophage $X174 * phage receptor * lipopolysaccharide * host-recognition *

infection

FLoIc

TANIHREOBED I, 1B9FELS IO
BEUERINCK IC L B ¥ N EHF A 7 UL WV ZDFRER
1916 A F Y 2D TworT B W\ i&, 1917 H F 5D
’HERELLE I L B N7 F )4 7 » —VORRIK#HBE &
BTEBE 2, ZhoFPIO I A VAHEL SHERL
T, BERA Y70z vy, ~URZ, T4 X, K5
BEABCEEGEEEZBLTTER Y A VAT 25
HEBEDHONTVS, 7, VA UVIROHBICEE ST,
Y CEY O BT ORGP EBET NS 8 VXV BAD
FREZhic k> THEAHENE 7 ¥ BOKEEOH
KiaL#EL LWATENZONENFREL TV 27, T

NOEDFTRTOEBEG X174 R T4 E VW oy 7
A7 7= VBT ARMENPREICE SIETE>THEN,
BEN G, BHEMIBEERENTHE N7 FY T L
TR T EOANATHBENIF ) AT 7 — I,
DTFEYFEOHFEEEE LTRBPDICE > 1h 5 TH
B, & <IT ¢X174 % T4 OBYNE & EELIC BT AR5 3,
7 7 — VHEO AL 5 FHENOKIEED DNA OS] -
BECHRRICBE T 2 BB OB KWIcERL, FlZd
Ayt r—RNADOHEREHSLEY, 1z,
FX174 FHEHEPLEMB TR IC & 28/ F DNA OEE
BREOMEICOEVLNEL Y S2Eh ¢X174 288
NI FVET =V IREROERNZETVE LTHE
ah, ThBHEILE, STFHEYFEORREIE> T - R

SERR 134E7 H 25 HZHE
*514-8507 =EEREET - #EHT 1515



18 fiE

M NN - P81SIEA - R A

Thb, COFEMIBAL T, Havasur” ®© Komano®,
Uepa? 1T & BRZDSEEL W,
PAEWBEOFRRIC X » THA ARIZHE & 0B Vil
AL, WERYED» SBREOIEEbhicd, v1u
R & DERT IR ICHREF T O WVIREES VTV 3,
VA NVRDOPETROGMIEDEAIE NI T VAT » —ViC
BILTEZ b2 THH -2 L REESALMVIRITS %,
S oEFICR, AEREOEVT Tk aEEOH
BOEHL 2T LI -1z, BT » — VDB
LB T EBOCH U TRELZ LTRY, &9
WHEER VLB TLP>TDT 3, £TOWHE
CHLTENFNREET 57 > —VDBVBEEDLNATE
h, E5IT7 > — VOBETME KT 2RI ICE
HT, BIBESBHEETH S, 2T, KEORS
ZAR7 M NVER-TT > - VERARL, FROSRET
BInEHI MDY — VT k> THEEZM» 98T 3,
7y = VRIBIEEIFENRBEL TR, 77—V
Balic 2hid, HERERIGSS / & OEERS| O
TRXBITEBRVHEEXBITE 38480850, iy
VEXSBPEORREZHET2OREL>TL
5%, Lisl, ThENO7 7 —VBEDL 5L LT
WEEXBIT 3RO VTDONF LNV TORHER, %
RELITOULTVWIEVOBEKRTH 5, TOHLT »—
TPV FEBEULIHET B &Ik >T, Ba AR

P

A B C

HEBEEOREEEBRE LD, ZhE2EBETEHLL
BESEERVER B hHENE WV,

BRADLEY I L B/X7 F U 4 7 » — VOESIE T,
ETD77—VEADPLFOREL 625D V— 7
SEEN3 (Fig D%, AR, ORI ZRE>K
BTy —DT, T2, T4, T6 W ETEHART » — I
EBENs, BRREVEERRFOAE Y > —-YT, T1, T5,
ARENEENE, CRICEEVEERE >HR 7 » -V
THETIRPTIBEORBE 7 r — V% e® P2R2RE
DHYNVERXRSET7 7 —VNBEENS, DEIEF, 2,4
7AERBEODE0HER 7 » — VT, IaboBNE
$X174 OFFETH® S 5, EBid RNA £ BEFER
R D/NEUE 20 AR Y » — VG, f2, R17, QB
ER, FLFROBHIRDO 7 » — Vicid, —&KEBR
DNA %8> fd ® MI3 B&EN 3,

NZFN)F T »— Y ¢X174 13 1959 4E | SINSHEIMER
CE->THIDTEES N7 > =V O T, T4 77—
VO LBATROE POHEENIT » - YDV LD
THbo X174 133 709 4L VRE (Microviridae) 1T
DEEN, BB 260m OIF 20 HERTH B (Fig.
20) ™, BIZIEH & LT 5386 HEORIA—A${ DNA %
BbH, &7/ LADEERFIMER S hi-RioBERKET
bH B, BIETREETIIESD, A, B, C, D,
E, F, G, H, JDO I >ONERETELZOMA"ELK

X O

D E F

Fig. 1 Bradley’s morphological classification of bacteriophages. '

A: having a tail with a contractile sheath, B: having a long tail, C: having a short tail,

D: having spikes on icosahedral vertices, E: small icosahedral, F: long flexible filament,
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Fig. 2 Schematic structure of ¢X174 particle (A) and genetic map of
single-stranded DNA of ¢X174 (B).”
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Table 1. Capsid proteins of ¢X174.”
Capsid protein Copy MW. (kDa) Function
F 60 48. 4 capsid backbone
G 60 19.0 major spike
H 12 34, 4 minor spike
J 60 4.2 SS-DNA packaging
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Fig. 4 Three distinct steps of ¢X174 infection to host cell, ** *
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L7y — & LTEERR I 7TEMEESICEREED
52&itT 5,

AEEICRBEZ TIc s BEO R- 2 7T EHEE T
FENTWVWT, E. liRI~R4 B K-12 37 LT
H, BEBERATNEL->TVWE, BoIFS, FVEX
SEICRE—oDa THREDHBESOD-TED, £
TOYNVEXSHETHBTHEEELSATVEY, T
NETIREINIR- I 7GR Fig. 6 IcE &D 7,
R- o 7HHOBEIAEEETH LD, Tho0E
BEBECRES 2 DIc3bROEVWEAZE LT,
ZN5OBERRIZHS MicE s, REICRESH
TVWRVWEFREET b, L7cdS->7T, Fig 61id 1970
ERPOHAEE TORNERANRT, HOELULEbIS
WtErE Eni® ", &g, E. wiK-12 27 D
BOHEE LD, HEH» 10ERID 191 ETH 5%,
F /2, E. coli R3 2 7 OFEILFIE~T b — 2 (HeplIll)
DT GIeN BEMSHEE T2 L6ED T, HRIHITHR
EENh/DR 192 ETH B>Y, &5,
E cliR1 3 7IZHBVTH, 1999 FEIT - T, HepllliZ
GIcN BRESEHOSHICES L TWE T E, 4 E. wliR2
27T, AT TOGIILIC B S L7 Gal BED
MEEITNTVE LMD, AaTice BEHOA~
FV—REE O INE TIRBVWEESRVWE IR,
Fig. 5% Fig. 6 DPTRBTHA LTV 24 RS
HicEmahcBEERT, Z=FBHO KDO BH
(KDOIID) ¥/ —V73viSt) vBRERER,
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Lit)

Core Type Strain Name Outer Core Inner Core Lipid A
KDO
o 2,4
~ GleNAc Ga. Hep KDO--PEN
Salmonella® Typhimurium o 1,2 16 ©|L7 a 24
VIS GlcZGal’ l(gilc EN —2Heps epu KDOZ Lipid A
P PPE!N
GIcN
ail,7 7
G‘al Glc Hep KDO--PPEtN
E.colir1®® € @12 B|1 o 17 o) 24
F470 GalZGic Gm——Hﬂgkeﬁjkoo——umdA
P PPEtN
Gal
all7?
: GIcNAcGal Gal Hep KDO--PEIN
E. coli R2%99 EHI00 o |12 B Mol @ of24
E576 GicZ Gicfic—2 —FHep: ”hepa 2KDO2-Lipid A
B beEN
GIcN KDO
ail? oizg
Glc GicNAc Hép KDO--pEN
E.coli R3%%99  pgs3 a1z of13 o] 24
Gm%femjgew—+mp1mpaKDo——umdA
P PPEtN
: : Gal Gal ep KDO-7-PEIN
E. coli R4¥®97 F2513 a1z B[ |
Gal2Glc 2 Gm—+@gﬁbpaK0041umdA
P PPEIN
KDO Rha)
[\ 2,4 o' 1,5
Hep Gal Hep KDO--PEIN
E. colik-12% N3 ajts  alus @ 17% a2
GlcX Gm‘ém——ﬂep ePaKDO S | ipid A
P PPE!N

Fig, 6 Chemical structures of R-core oligosaccharides of Escherichia coli and Salmonella,
Some chemical linkages are not determined unambiguously and dotted lines indicate
non-stoichiometric substitution,

ZOEEEEBRT 2ETCOLPS AFICE TN AR TIE 3 Kawanara 5 OBHAEEL WY,

5, BRoABREBILL->TELT2EALHY,

LPS 3ARBAM TH B, X174 DFEEIB BB 3—-2. LPSOEEE o X174 DBRFERRY bV
EHTRR- o 7HESHBRNBCRES L TE D, 1k 75 LEUBEO LPS BN F VAT 7 =YD LR T
FRHEOZEBEEIROAREZVY, BEMTHROR 5-Tb3ILMNTEHSNTLUR, XI42EL I
Bicfk-> Thho 75 AEEHE I ZBRL L oSS H OVANVAROEE T r — VR THR7 7 — Y, VT
BTEMH-TE, LEN-T, SBRECEEOME  XSEIBSETZe” e PRKLE, £{D77r—Y0D
PEIES N/ DBEMS N ATEEMESE V. Z0WD O Btk s LPS OREEEHHBESBRA IR S ™™,
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10 109 K ANEGASAKI™ I & -

TOKUNAGA'" % LINDBERG
TEL OFEPERINIBRBE LD ON TV B,
NIFYET - VOBBERSEDICOEVOT, T
T} $X174 LZOEE7 r —VICERERD, 61T
FHmEEDB LT B,

¢X174 DFEET 7 — PR ENFNBREUE-> TV
T, Hic ¢X174 £ S13 BHTIIPUTVE, Z2D
7 7 — VHEEFOLEEKII 5386 HETRIL TH
D, FORD 5275 ~N— R E THRE—THEM:Z 98% T
BB, Wol¥D, G413 ¢X174 P SI13 LD PPKE
W5577 HEDOBZTE2RD, ¢X174 & OMEE ML 67
%ThH 3™, HiE7 » — Y DBIET % 26 BHOHIREE
FZTUW L <, 2ol 2BKKBNICHHE L IHRET
i3, G413 ¢X174 KD BL LA St-1icflTV 3 T &8
o 2 0y T LIcBETOEERTIC X 3BETicin
2T, BENOBGEHEOBVEFSPOICLT, FIKRT »—
VEFRLZODI V= TINETBEENTES, ThH
SR E. coiCHIREYETEZ I/ V- T L E. coliK-12
W3L10 BRICRL T B S NV — T Th b, ¢X1T4ICE - T
E. cliR1 ¥4 7a7%F>RalkTH 3 E. coli CHRIZ
BIFBEETHBH, 2RIEF TR R-o 7HEHEMSE
IEESN RaEEKRTHNIL, E iRl 5 R4
EFTETOaTRHORBEEISIKT VEX SEPR
FEO—HbEEICL S, LrL, K12 37%FD Ra
B (E. wliK-12W3110 #E) ICZBRGETE L0,
Gopson HLASBEEL 7o—BD G RF 7 7 — YV b $X174
DEHET7 77—V ThHb, GRII7 7 —ViF ¢X174 &[4
FEICE. coliCHREBWEX & 505, E. coli CHROKE
7 Ra Bk & D EESEOE \ LPS 2RO EMRIC b IA S Rt
HRENEE b H 3", L L, E. coli K-12 RFIOEK

WEHT 3 6DV, &AM, K12 RFNOEKD

Mlg% EDTA- ) V'F — A0 U CHRFIBES M L /o R
Z2ur5RAMNITBE, ¢X174 OD—AKE DNA 3
ATEDLLIWC D, ADIAATIDNA I K » TRRED
BRALL, BT 7 — VR FHTE EMNS C EMPHERSH
TW37P, WoiE), ER7r—vohicid, <0
E. coli K-12 W3110 BRiCIFA TEBL S 5 7V — 7D St-,
¢K, USHEEL, #h 5 RBBITE. coli CHRICRGT
BIENTERY, TD2DD7NV—TIETE7 7 —
YRBEVORT D HHEE L HIIE ORERIGAHE
57, REEFHICLEVWITEDONE I LD, FRT 7 —

VOHTHRPMT L/ V—7 & LTHERbITVEY,
L& L, Bone 513 ¢X174 DHREEMOF H» 5
E. coli K-12 ZI|OEHRICRLET X 2B EH oXeB 2 B
BELZ™ ™, ZomXEH LT, ®R MloEEFO
BEoRME 24 A OHIRBERR Y5 — v O™ B
5, & b&E coli K-12 RFICRYLEIRETS St-1 % 3% -
THVLEFoTRBRVAET B ESHER, Lk
L, ¢X¢BlESt-1 BRYT XLV E. coli C HRITERY: «
HHETE, F/05t-1 LRBMEEMICERL >TWVWE T L
BHEEEH, DVl gXIT4DF ¥ v NI BOERIC
KV E coli K-12BRICBRPETEB LI » 72 2 A
EPITENIY, ZTDHk, WITARE. coli K-12 RF| D
BEHRICERYE T 5 oK Ohd 5 E. coli C ¥k E. coli B Bk
WRETEBZEEK LR D->TWVE™, LT,
7y —VREEERT BN TV Ny N BOEHEE
Bitk > THEREMESRE KD EEZON S,
FRKI12I3T7IRBMMORI~NREITEEST, 10D
Hep BEMABI TILEET N TV B T LIcK AL 28,
ZDOROEEBCOVTHELEHESN TV, BEEE
Rz ROTOLIERBEERMICA Ty FOED Yy o3
JBELPS DEOEBEOHEFRICESVTVWSD
M, RWICEBERER N3 L5 -7,

FIT, ¢X174 X LPS L&y — DA T 5
PO VTHEHNFHENS B, Jazwinskr 5%, LPS O
B HIEBITAR A S NEKKIE L 72S. Typhimurium @
ERWKERAL, ZOHEEEZThH OHEEL A LPS 2{fi-
T, X174 LEET7 7 =V DSI3BKREBEL LS ) 7R
ERIERZLER L 12", ZREROLR & LPS &
OFHE"? EHREDH &I TRI(MERAROLS
ZHEICFg 52BBLTHLY, 77> —YEbi
S. Typhimurium TV119 % (Ra) (o3 LT KRS L,
7Y FRTBHEELE O ERENT, RiCHEET
KD GleNAc FEE % /RWW7z S, Typhimurium SL733 #k
(Rb,) OEEPLZOLPSIZ LT, SI13 LIRS &
7 ) FRERT—HT, X174 BFORKIGE LR E
Bhote 512, FBBILKE, S ZHHO Glc BHE
% TR 72 S. Typhimurium TVI161 % (Rb,) oL
T3, SBABPVWRE LTI Y FRERLEZDAT,
$X174 B2 RIE LD 1, 2O Ep D, BT
KIED GleNAc BBRE 1L, X174 & - TIREETH S
B, SBIREIBEFETHL, S1Bice-TRIEH
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D ClcBENINE+IVET I - & LTHEET S C
LMY, veTy —RBMCERNERESREK Y - —
IBTRLS T LRSI,

- E UL FricE 5 3 E. coli C RO RBOLE B#k%E
AVT, ¢X174 OREE 2 ) 7 AR IS OB % #ad
L, ZOHR, Fig. 6 DBEICRK LK E. coliR1
27D RatkTH B E. coli CBRD LPS ODHEE DA T,
FEBITRIBA D Gal BESRBCHICEETHYD, C
O—BED/RIT I Rb, BT, BEOHEE I 1/8 i,
o) PRRIGEEIZ 1/60 ITFICE TET L, &7,
FEBILARIED Gal BELIANMC S Glell BHE i B #H&L
PR O Gle BE GRS LTBY, OB
EhkbhaiRkEF L7 ) 72RIGEERZEOLE N
1/2 8L /BI{ET Lico & 5B OBESMKIB
L7z Rby ® Rd, RIC S FHHEEORE CREMIET -
fols, 7Y FRBEEBIE TP, LT,
FENCH T EESRESIERTRIG TR LTV
¥ET, ZIPoEINET IEREGEREIL->T
WA EAEY, ¢X174 DFEFHAS D ZEEL VIS
KATVWBEEEZ SN,

FiE7 » — YOt id Rathk 0 & S iIcEHOEL
LPS 2B >HkiIc bRETE 2 BENH 2, GI3 77—
U3 E, cliC# (Ra) % S. Typhimurium TV119 #
Ra) BdBHA, ARITO~NFV—ZDSEED S
5 4 BBHEE /R V72 S. Typhimurium SL 805 # (Rc) I
&Y AIRETH 5™, LINDBERG b OB 7 v — 7 i,
x DES OBE - LPS OEHES (PS) O %
HoHL, GI3HTFOFBEBIIMYZ EEHEITE THRET
Ltco®H THEESB SN E. coli C BRHIRD PS DEEA T
K. i3 1.2~1.3x10" M™' LEHHEEhA, 2L TEE
D PSY W g B VAR A ) RS 2%, GI3 e
HcHES U TE. coli C BRER D PS O#EE % 50%PHE
THEEERYD, HWRERMELHE L, £0RE,
S . Typhimurium TV16l #% [Rb,) & 3 \ i3
S. Typhimurium SL805 # (Rc) @ PS 28 E., coli C ¥
(Ra) O PS LEEOHEMMEAERL, AKX HEa-
Man (1—=3) [@-Man (1 —=6)] Man bh % D& WE
MEER Lo LEdsoT, GI3 7> —YDLET S —
ELT, a-Man (1—3) [a-Man (1 =>6)] Man &b
50, a-Glc (1—3) [a-Hep (1 =7)] a-Hep (1
—3) a-Hep (1—>5) KDO WAMNB/NERITH B &

WE LI, ZLT, CORNENRBREOKRBE LYV
EXSHOR- I 7REBHICETATHLE I ELD
G138 OBERRESEVEBEZHHETE S LR U,

3—3. LPSHESEOURKREEL LTy —iFH

R- 2 7RSI 2 EEc BT, #X174 RIEBT
KiO—BEOHEEBRICEST Sh3 bbb o,
E. coli R1~R4 2 7B LU Salmonella 2 713 L, »IZD
WEOR -7 R0 7RO EMT X 2 eI L &
3 & UciRieAS, JanssoN Sk » TRIBEN TV B,
5, HSEAEREFRFIh ZBRNSGTHEHE0 7
05 sRHVT, KBEEYLVER SHEO 6 BHEO R-
I TSSO AREEE T Ea— Y — It X DEE L,
FhIT & 3 EREHIEHEICIR E » TUBICHEYS I2AS
BoTBY, E5/—RBRLEES ) —2BREHELS) 2
Y MESORE L OREEHRE B TRV E, ZL
T, BHESDIWHTL & L2 1A T2b oA
BREPEVHELSDOTHEE LIz, REOR-a7H
PO I FE EEORBBME _EICT TRS T L TR
T, ROBMREETNBFETOMEPLHEREO 7HET
HBOTHUBE-> TR T L -7, WoIEH, EOH
CEHEMEO R- 2 TREHICREINSESRC N T b
5, PX174 0 GRII7 7 — VDAL LE T & — B
ZEHBTEHOR, R-OITEHOEXOHEEZIHBLTL
BB THD D EPIAL I,

IhNERBic v e 7Ty —FEic B IEBTRED
BHOBEER AT v Ea— s —FTEOMB LM - T
HLAHES D 5, Yamane 51, E. cliC ¥®
S. Typhimurium TV119#k® LPS ik & h 482 7
DANEY —IWHIC D W T, Molecular Mechanics
(MM) " EEN 3 5 FIREEEE A W CILRELEE % 1§
LI, Fr7rvicgEhd al-4 E43REE
BE, ¥l ro-IBENDE Bl-4 KA RERK
Y, BEREMONAEELENTEZ0IHLT,
A7 5T al-2, al-3kEERBEVENICIAS
BothEANEL, F)av FEEAEVOEBREREKL
CHEPRENB &M -1z, LEDB-T, 1ABE T K
BEMOS) 3y FESR, BRERTFLzhEREES
/- 2RORFRTEBUHAOMEA (4 ¢) Bd
BEEOHERICRES N TS Y, BELEEITEAOK
BELOEELBROIEBHEL M sk, LT,
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E. coli CHRD 5 FEBWT, FHEIUKIFD Gal BEH—>
R T 4BECE - BAIE, BN EHESET
LI XD ETORBPE T B OIFELEPZELT 5
EFEE N, R IEHEPA DR D D5 ORI
2L FEILEELTVWE LB -7, LAL, ZhH6D
BEREEERT S L, SETROLETHEREDS
VEENS 4 ETOROEAMEOFVEETH 5 & 3R
SIEWV, 5 BBV TEBENSEEOFEME, £l
D Gal BEA R 4 ETR2%BICEDLL, £HHE
Gle BEAZR 4BTIR 9% RBICEDT 5 EHHES N
T2o 77—V RIHETHEOTETH - EEZERPIC
FMTBEEZBNLIE, TOEBOEEAHRORD &
Frice 5> D& L7 ¢X174 K F D E. coli C EEBFE D
W& EE QR BRVWEBEERT CEERVHL
Frim 20
L7:#>TLPS ® R- 2 THESEHKHORE, Thih
OREBREABHEVCHEE LS - R THD, LPSH
LTy — & LTHRET B7o0iTid, SESRERES -
TVWB T ERMAT, BEHEMSE LI EEEER > TV
BIEPMEBETHBHLEEFELREZA TS,

4. BES RV BEOBERBICETBERE

4—1. ATV RFHVINOE

1992 4EiC ILac 6™ 13 ¢X174 R F A L Faf v 7
I VCHE L TEBETZ2ERSYE, 00T S5 — 7>
5 21 BROIEIR RSN 2B U 7o ([BIRRSEMR & 3,
BEO7 r - VNTHRE - HETEXZRETZANT
%9, R BREOLDIZ LD EVRESKRELERK
DT EThHb, WOWREBEL21BOEREKLZNE

TIESD > TV ERRSHROBELTHF 4 v

NOBRD 216 BHE 233 BFHO >0 7 vF= vER
OERIESL 320/ V—FTRAHETE 2 LR
72 Ll7o RRIBBENFNVAFAVELERF Y VILE
WLt Vv—7E, RA6IBZFDETET, RVI BV R
FA VBB LI IV—TTH B, HD1E, FORUE
KREINZ7 > - VRTO X BEE#EFOF - 4
= ZREE L CEBEREWBR LI, TORE, ERL
TNV EF=VEBREEF ¥ N0 BERTEA TV PN
WMOERAOKREICHD, TNOLDERMNF v sHE
& —744 DNA O EAEAELEL, BN F

FUNIBIESLTVWE] S v X7 HE DNA & OF
HEERAERET BB, 7Y 7ANBITT 210
OFEMALBH T A VEF—MBREL BB EMH -7, Z
Dizdd, 7Y FRERITRICLDBEREERT 5%
2y, EERSMICE - o ERER L, ZREMKICEL
TESIBETFOERETVEKT 2L, TAF=VE
BOERERF -3 THEEOHETZ ) 72T 3
BIRERKER DUk, TOERKTEIH Y VI H
DBEFEHOT S = vEESE) VIZEBRLTWVWE L
B[tz WORH § VNI BOERD, HY 3y

HEEOyF VS, HEFBLIUHE GOWERE

RAEREET 5 it kb, EEBRNTOEBIRES
IRNVF-HIECLY, COERBT 7 ) 72OEE
ZHLTAHMICEOTWS LHEE L, X REER
WTEH Y v BOREMBIHERTE TV,
F o YEFNVORPICHELEL, HEFE]JD3HDS v
NRIBERENFN—KPE DNA &EEL, ThoD sy v
N HE-DNAMEERBLUSY v o B9 vy B
HEHOBEN T 7 ) 7 ARIGOEE(LEHET 2 v ¥ —
OREBILTHY, BEREO—HTH S LR LT,

4—-2. R4 DEELKEE

¢X174 (ZIE 0 &S 7 ¥ FORIBSICERRD X /¥
A IF->TVB® ™%, BrowN 53, BFHMEICE
BEET, 77— VHTFER A I F v v R AOTLE
#% 5 [ElEEE 2 REICEEIC LT, DEDRNA 70
WA OEFMECHALTVWEEMELL, /%
DK 7 7 — VHFi, EROFSL SVORS TR
B NTWBREHE LI, 20D, R4 2137 7 —
OMEIEICEAT I DORERETHELEELON
2o LB L—AT, BavirR 537 7 — VR FOEEAN
DOREICHAME IR, BEAOEROEAVRREEHE
&k - TELY B EHE L™,

SINSHEIMER LD 7 V—T713, 7 7 — VR FE2RZET
WL TR N 7 EFEBO A LI R84 7 L BT
DEENDOREFETRI, 35 & 294 7 L 2RTFE,
BECOEETHBVERCOXBIRBEEE L, &
FESRONLE P T £, DHLAAREH B -
foo 2TT, AL D7 7 — O OBFETEDBEIRMN
RIRE LBYER] 5 EEL o, DB 1982 I - T
Mano 54, 77— VT2 LPS TMELTZZ ) 7
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ZAERIBHI, RAFHER N4 7D 1 AFHI LK
VHRD DNA BRUCH L TV 3 L2 BTEMEcH >
210, DT EMD, X174 1F R4 7 DA THE
FEEERBLTHEAL, £I05 DNA KL TR
BETBEFUBMELOND LI 5T,

4—-3, RISAUHE VIRV E

Mano S5 DBFHMESEENREZ I H 5 LI,
HavasHl 5 3 HBEFIREOH 7 7 —VBETF
AEFEICERYEEE, ZoMfddic H<e A+ 2hT&
FEENBH Y VNI BUAOBRTD Y v B E—K
B DNA 2SR TBTEEIEERS U, HoA F
AR FRIBEBICRETEAVD, £0D—AE DNA i3
RBE OB ABERML LR 7 2 075 2 MR
WEEBIEDD, HY Y NI BENRLICEETDH 3
TEERLI

5T JazwinskI 5 i3, H & v o7 B —&K
DNA LFEALT, —ASEDNADZ 7 = a0 75 R b
OFGEB BT B LG L, £/2, —&#i DNA
EH Y VYNRIBEAEEDR 7 = v 75 X b NDRGED
MHbikIc k> THES W, £/, BIHEDOLPSIcL -
THHEShBI LMD, HY v 37 B3 LPS 233
LTiEAT3%EARFD, &5It, DNA &HICHEERN
ANAB st my by URIE” THBE LI, LbL,
o OERIT BN b D 5, M 5H—Z4 DNA © 2
7207 TR NORPEEH Y N ESREEL K&
T AR, TBER Y > — O RES S EEOMK
%—7A$ DNA LBR7UEEITIHEESI RN D 545, H
BEFITVN-ZEREDOH 77—V H~<1F 2K
FiclET 2 b 0) ZREXEEROMBRIC 3 LER)
BEBVWC ERESOTOVAITAERY, EhES0H
WS HPUE SR L TS TIE RV, 7 7 — VR
FREL2E > THELBME (RY 7a—3 1) ikt
LT, SINsHEMER 5DHE™ T7 r — VKL T2 RFEL
BELTHBLER N 7 L 2T A2 KIES ¥ TH F iiiAE
DERE, DWCTHBEBEFIT v AN—ZEREE ST
LRI E € TH G S 2B &, Z 0RO OB
EHRHBEE L THO TV 3, BEOH I I3EY
DitE&YhEENE I &P, £ 7 o—FAdifkoric
Hy v o BRADS DIt hd 3B SELcEE
NTWEMB- oy, BREEELBLVESHREMEHE

BoXSIcEL B, &5 Jazwinskr D 13, — A
DNA A DNA iICHBISh 3 BBIcH & v ¥ )
BEXEE5TAEEERE LTV E™, ZORAEL
T, P C—AHDNA ZHHFEER L7 » —VER
LXREEERERLTY Vs BEENT 5 L, BR
WEIETH & o7 BEICiH2 3 5/¥ FIT RF-DNA (©
Hsk 4 2 HUREESHBEICEES LT3 T & EET T
3, TORICT 7 — VBT EHRICEEEEOF~BIT
TESNL Ty by Vs EH ¢X174 DS I b RIBE T
BYd 37 7 — Y Mu™™, R17%0, MI13"™, fd"*®
HEEICBRRT 77—~V g0 BERKOROMP-T
WBIEMPD, X174 7 7 —VIBVWTEH ¥ V37
B4 ny by NI BETHBEEZBIEbEEE
BETREYV, =207y —VhRFIR2HTFEEND
H & vy BOMSFREBRRICAZPIRE, X514
SEHFBEE NS,

4—4. RINAUGHVINUE

HY Vv NIBH7 > —VORELBREEE 25K
BEY VN IBTHBEEELZOND X DI » D8,
Jazwinskr 5 DFER % BRI 3 5 B A TessMan 5 I
LoTHENL®, ZONBRLUTORKTH S, BLx D
7 > — YV OBEGEFERIIGBRENZICONT, H
PFy Yy 7BOT I BESGREAKY » - VETHR
BHEREEIATOEZ0RHLT, C & v s HED
T/ BEFNSELBREINTOR VI & HH -
Joloe 1S D LS T, ANA 2 RERLTHWSE G ¥
YRIERT -V ORE LBEERREEFR LTS,
Gy Y/ BEDT I/ BEFISROBEILTVEL
TEE, AE7 - VOBELRBRENSKTSE T EM
SHELTW3, £OIFME LTHR b L v DERKIC G
§ VNI BOEREBROP > TV B & L A2
TWB, £2 b LY VERKE REERRESEIL L1
EEHRDOIETH B, LrL, HOF ¥ VI BOE
BAEICOLEABRICFAR NV VY IVERBELERD > TV
3" ls, ROFIIEEKLT, E0F v BN
77—V ORE EBERHD 5V IBRYPEAELE T 50,
R VE E T2 ELEIRBE L,
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5. RINA U S VRUEE LPS OBEER

5—1. ZNA V5 RV EOREFIENEHAEL
LPS & DYSEMHEEIER

ZFNTRHEG Y VI BEDESL 5 LPS 2857
B0THAHHh 7 EEEE G ORMITHT 2@EE
BaTEBTERS™, fRHE, “CHo6WMT 5"
ThHb, ¢X174 DBETFOH Y Vv B%2a—-F§ 5
FHI% % RF-DNA %28%I L L 72 PCR (polymerase chain
reaction) ICX DIEIEL, HIEL /- DNA Wi 2 ERH
73R FpMale2® it a—=v s Ltcoc HY vo¥y
Blix, 7923 FItfEoRAENAKRBEO= L b — 25
&% v (MBP) EORE Y v/¥7E (MBP-H)
ELTCHABMARBRENTHRESN, 7in—X L0
HERAZFBLIELT 74 =F4—20= b s 57 41T
& o CTH—ITfEMT 2 T LB TE I, MBP-H i ¢X174
DIEETH B E. coli C # % S. Typhimurium TV119 #
H3R®D LPS LiERT 5 L EBEOE(LE LTl
TS BIENTER, W IFH, HY VI HBSE
7270V MBP 13, 21 5D LPS 24 T o 8RR
NE L P - &S, MBP-H O H #4345 LPS
LEEAT B LR E NI,

MBP-H {281} 5 MBP #4r (43kDa) 3 H ¥ v /%7
B (34kDa) LOATRICAE, BRlshi LPS

EDVRAR Y RPEENTH D ZENLE SN, £
T, EELRHS VY XJHEONKRICLERFI VS
I LI N 3 EELIZ6 DD 2 F Y VEBE MM
Licil& s Vo908 (HisHD) 2H/B Lk, ExF IV
Y 7=y F VR EOPMHERNRT 37 74 =5 4 —
202 574 —BRUOBAA VB0 IS5 T7 4 —
1o & D BKIKEICHE—1 HisH 2187, - &z, HisH
L LPS OMEERZERY) v 7 EEAVTHEN L, &
EBID 96 X7V — M HisH 2 \E S &, FEXELIER
EHKD LPS LEEMER S ¥/, T OBITHV K LPS
THIHO S DOHEE% Fig. 71 &dHt, LPSiFE A
FUEBINTEY, EAF VAN TR TED VU
Fvy—-LHEE&& (STP-POD) %24y 7)Y LT, o-
T2V ITIVOBETEL B4 LV Yy VROREE
490 nm THRIE L7z (Fig. 8A), % O#5E HisH iZ,
¢X174 DBEETH B E. coli C ¥k S. Typhimurium
TV119 %@ LPS &8 HEAMER T 20 LT, B8
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Fig. 7 Chemical structures of LPSs of some strains of Escherichia coli.



X 1747 7 — ¥ OFE F M 31

1.0]

0.5

AAbs. 490 nm

0.0

[H protein] (pg/mL)

1
0.0 0.5 1.0 . L5 2.0

2.0
B
g 157 —]
f =
o
[«;]
< 1.0
/2]
Ko}
<L
<
0.5 —O
E——
0.0 . - , —".
0.0 0.5 1.0 L5 2.0

[G Protein] (pg/mL)

Fig. 8 Detection of binding of LPSs with spike proteins H (A) and G (B) by the enzyme-linked plate

assay. 140, 142)

Conditions: H or G protein (0-2 yg,/mL) was immobilized onto polystyrene wells and treated with a fixed
concentration (0, 5 g,/ mL) of biotin-labelled LPSs from: E, coli C (), S. Typhimurium TVI119 (),

E. coli F583 (V), and E. coli O111: B4 (O).

Coloring substrate o-phenylenediamine (2 mg,/mL) was

dropped to the wells (100 ¢ L) and the STP-POD reaction was allowed for 4 min at room temprerature,

The developed yellow color was measured at 490 nm,

NIBETHB, GF v NIEIZOWT S LPS kRS
Bh5PELERL, G VI BEOERFI VYIS
BAE (HisG) dFBILI, BR Y v 7 Ik 2KE
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5—2. RNA U5 VRV EICELD LPS LOREERAL

DOEIT, HBXUG 5.V 7B LPS O L 045 %
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LPS & £TEEIMREIRD LPS 2 BAMICE A S ¥ 5 55
T, By v EOKED LPS ic X4 2 K2 8
&Ko (Table 2)*™ 0, E. coli C ¥k LPS OZFIM:
% 100% & L 72341, S. Typhimurium TV119 #
(Ra) R E. cli BHI00 % (Ra) B EFEFHED LPS
BEBEo0s vy 7 BiItw L Td 68-110%BE DR
WA %R L, S. Typhimurium SL684 #% (Rc) %

E. coliJ-5#% (RcP*) @ LPS Tid, 14-19% OHEXHES
HTH-12s THBD LPS 1 Salmonella 3 7% E. coli R3
ITDNF Y — RGERO 5 BEOW 4 BEARVTW3S,
ZUTE. iRl 27D Hep BBRE 1 D% & T E. coli
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Too TOTEMS, R-I7HEHOIEBTREEIE D~
Fv - 2BREOEENSE S v BOTRICEEL
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1 7 EoacREME AR IEEHs 30ThNE, G
& H T3 IRTHREEESER S D¢, LPS &L Ol
ROURENZEEZNEEYTHS D,
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Table 2, Relative binding affinity of various LPSs with spike proteins of H and G, ' *”
Origin of LPS Chemotype Relative affinity (%6
H G
E. cli C Ra 100 100
S. Typhimurium TV119 Ra 110 98
E. coli EH100 Ra nd 68
S. Typhimurium SL684 Rc 14 19
E. coli]-5 RcP* 3 n.d.
E, coli F583 Rd. 1 24
E. coli O111: B4 smooth 0.2 9

Conditions: Various LPSs (0-500 ¢ g/mL) competed with the biotin-labelled LPS of E. coli C (5 yg/mL)
in the enzyme-linked plate assay for the binding to spike proteins H and G. The concentrations
needed for 509 inhibition (Iux) (ug/mL) were compared with the Iy value by non-labelled
LPS of E, coli C as astandard (100%), and each relative affinity was calculated. N.d. means

not determined,
5—3. ANA U5 VNRIEDLPS LOBEERICK
3avikt— 3 vEL

F/, EESIILPS LA X B HisH OFER
~7 MVOELEFEND & THEOREEETRINICHE
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13 HisH & 0 &I 10 LI LML LPS icfE& T 5T &

PO PITIE 720 Lich->T, HY VN7 B
NAYF o VRVORIICHEAES 5 LBABREOE, 77—
VHFOBFENORERFICG ¥ VN7 BEWE S &
EZbNB, £, HsGIKBLWTHLPSEx v bk —
BHROEAERI T LMD, HisG b LPS LA L
TR vh A —va VELERITEELI TV S,

LEkB-TEELR, 77— VRFHLPS ZELEE
HORBIHAT BEEICE, $3TC v I EDR
Ao BJ/ELTaVEA—va vELERIL, LT
WIcH & v 7 BHREE LT LPS & OBKKSHEE
ERZITV, b BEREsEs L FRLTY
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