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WKEoTitdTE 3, 22T I™ BERAFERIKDE
B 7 2B BEENRY v, E AL
Ko TIRF 2ARNERE., AT 3ZERB DML &
7 ABERERTRATIITH 5, BRANC X 2 &G,
JEix

A™ = Blag ) 15" + Ble) 1" (4.7)

rET 3,

AE TV TIIRFERIIEB DG Y 7 2% L %7280,
ZEADRAAREMN G — 27 7 A DHFER T2 <,
77 AMEBERE EUMERERIC L > T ¥ 5, K
WHKTFE L7 VBRI Tl RAITH A™ ORKER% b
DOEHME A" ERABEIGE L FER, A" >0 ThHiUX
ZRINIBARRETH 5, ZEMOBRAAREMN L. &
AFTH 20 & RIARITHNE ML L. ZDARY FLPR
D1 % EEZ I E > TEMiiT 2 2 2 S TE 3 [,

BB, ZHUIREDERERGETH 20, FERN
IR R BRRE 2B T 2558k 7 u r 8. kb —
RORZEERE IV Y 7/ 7HEEHWs Z b
T, FRRICENZEAREELZHIET 2 2N TE
% [5)

Z DRAHEISE ZHECEEICOWTHD $ 5 Z 2 T,
FWEHELD BTN A% 5 2 28 RABEE 2 2 8
MTEDL, RETFTNLTIX, 77 ARERNRIVE DR
Aicx, 75 ZAEEZHOTUTORICEL 2 2T
X5, BREED S BIFHIREE i 12D 2 RFEIKDSEE
Zfiel, Z7AMBBEZRWZLEZEDI TR i1
B 2 —EkDH 7= b OEHER %

pi=Bla;)S —(d+ai) (4.8)

3%, Tz,
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Ap=p1—po (4.9)

EBLE, 7R i THEBRT 28N o 10T 53EIR
I3[
ST afm
Si=Ti [5 ()5 — 1] +A,08£1m
— — i
T S

(4.10)

CELZEDTE S, M I3HPRERARERD 5
HIHHRREEICH 2 b DDHETH D, R ITE AR
DIFEDIETHHES %,

BIE T 1. BHEEE I8 20mEER LR
DOFIE & BPIAMERO AR F 2R L, ZOMREMNZ
DY ADHE f ko TEASTINTNWE, —
F. B2 Fid. HEOEIREARD 2 5 25504
REZ DI THEL ZMENREREZRL TV, L
7o T, ZONMBEHWS T, YOERENS
0 AR BB 2 D2 % BRI S 2
ZYMTED,

F7o. iy 7 AREEREE T, ERAE T &
7 2 ADHE (HERKDORATHIOLE v Ef~R
7 boV) L EGEff (FPALERIKORAITYIO Y v fE
BRI V) ZHOWTRTZ LT, YOV 7RATHED
TIEZEPITERD FREICE D XS IXHET 2 0%
RIS RS 2 e TE2 B, 10, 2H56%EY
FHNCHEEN R EEONL e BEAEHTH S
ZeERMImATEL,

PURTE. BOAR2EMIE 3] 138D . ZOEIRY
FOHVE W EREE, WA EIRE, RS & DRET
EDEHIET 2 EIEICE TN,

—ERIETIFATEEIEL LBV

3. ZHREEZEE T 20, RESRRIC—
ET, BEEFNTLES (wellmixed) TH 255
EEZ D, 1L DI, REEREHRIREIC X S TRL
BTl g =a1 =a ZIRTIEAER IR EE 2 5, B
ARRIFERANE S =V F 3 v 7 BT BT 2 S
FEEE S 35, HEICE OERAEX. BTED
FLHEFEL L

S=p8(a)S-1 (4.11)

Y75, HIHZHEERED 2 Z LIk o> TRERD
b2 HEE, FH2HIEEEZRAHTCEIELaR MR
£T. LihioT. IE IR E RS (ESS)
a* TlE

B(a*)S=1 (4.12)

DI D LD,

T, 2O o 26, EHIRBIIG U THEEEZZEZ
BB T E 2725 50 F4 — IREE 2 1H#RIR
BrhZ2hoHEE o; (i€ {0,1}) 1@ < BIRIZ, i

iRz (B10) TEL 2 e A TE S, JEAEESS
ap=a; =a* TIE, FERYBLOH 1 HIZ ESS DM
koTERmITh?, X512, ZOoDEHRIRETHMEL
EEERLFE UHEIE, 4 — TRE L BHRIREONF
JFARDIETERIC S 2D (Ap=0). BRICK->TY
7 ABEEDNE D B T ¥ DOIEIRA DN R EI TN
7= DFHRAOHE 2 ¥ I b, L7zdioT

Sl = 8 =0 (4.13)

ap=0a1=0a* ap=a1=0*

LD, —ET, 2o, LBEZoBETIE,. JE
A ESS 2 & AR I U=

ERINCZ, BREZHIEWD, BHRIREX, R
JFARDREER S 2 YRR DBV EE L TWERWL, L
oT, F4 —7IRETHIEHIREET & [F] U2
FEMEFHAT 250, DIOIELR BN R RS
BHEIE IR0, DF D, ARG AL T B 72
WiE, HHERF 2 —PFEET 2720 TIE o TIER L,
ZDF 2 —HREROBRIRBIRIC OV THE#RE R - T
WBREDD B,

BRZEEICE > T a—DERICEH S

iz, B FEOMEIRECEE T 255
EZB, TITIE S DEEMBE 0=0(t) 2
AT TEHT 255, 358, BZUEEIHEZ
TeRRITBEREDEAR Uy RIS & » TRESZME £ E
XN, FREUINED S DA & - TESZEIE £ 2
W2 220D EMNTRIENZRIRITE A - I 7 A0%E
L3, 2Fb, AE2SDMAL L > TF A — TR
ZHEE So(t) A2, TIREMIIEAKLT, F
A — TRERIEE ) DR %, 2Dk, HINL &
PHEEIOERMF 2 —DED 5 2 T HRIRED
BERET L DR 2, 2OZAIIE, BPRICX-T
BEEZMEEEE T TP LTV, Lo T, 1Bl
KHETH 2 Z ik, THRAERBRZMEEN 0] 2w
SERBEIRRE L FE SO 2T Rk B,

ZORFE, REREZEIEREICB T 2B RO FIc
N B, FEMHNREE T, HRIRE i oFEAD
UL

SE= ()18 (i) (S) — 1]+ FF
1 () Covr (£ S)

cr

(4.14)

ERRTED, ZZT(X) I 7 I 7212835

— BN DTz 2. Covr(fi,S) IXIHEHIRAED

PR & B IE FEE ORI BT H 5, BB, K
*EERIZ, B(a)>0,8"(a) <05 bL—FAT7DTF
TIERHEM ESS A3 =— 242 ESS TH % Z & 1&iFA
TZ 5%,
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EFNLTIRFBZFRIEICBEWT S, o ZIET¥ERYEL
IR - 72 ESS ¥ L TR 3,

—EBRREOBE L HRTH L BN 2 DH, BRED
HoH0E O THh %, IEATHEIESS o Tl Zhld
NoEFErIZKS (TF=FI'=0) 72®. af#8k%x
A A FEIRIEANE IS

SF|.. =8 (a")Covr(fi,S) (4.15)

WCkoThE 2,
ZOFEEEZ 701, BEEMAF OIFHRIKEED
E f CRBREMIEEOT7 NI 7RX—TDSE Ty
P22, Sk fLICNLTAIHEBELTWS Z2hb
7% (K2A), 2Fbh, ZOEFILTE, [HHRIRED
SEE f1 DRV CRZ M E TRV 720,

COVT(fl,S) <0 (416)

Ei8%, —J. fo=1—f1 DT, 54 —7HKETIX
WA E QDN ET 2, ZOFE, HRIRETIZEH
HE T 28N, F A4 — 7RETIEFHSEE LI1F 2%
RO =, FAEANIE

ol <ot <og” (4.17)

&0 S AT R B D3 HEL 3

O, BYFHEIZX 5T, (¥ 2 —2Z o720k
e TEEZMEENDRWVIREE) ¥ ORICHEI
FMISBERIMESNS Z 8T, F2—DERTEICOVTD
HBlEa— F L, 28RS O Z RS D
TH 5,

F 7o, HIRZR DN Z 2T, IREZAHI O R Y — RS
DIGET, AR 25 Z e 3bh -7z (X2B),
EEPETEL &, BRECHEROBEIREZ(LITE
WO, HEoRIXIEr AYET RV, KOHICEFH D
JEF BV E I, 22 OBRBE TEYERMIET
FHNET 5720, RO ESBNINEL KRB, 20D
7o, BREZH ORI R 7 — L 2 R EN RE G W nE
DA — L it e 212, HoRe a8 EERS
K&EL 25,

%%ﬁﬁ[&of#:—ﬁ%ﬁ[@%

CNETIIRENRREIICEF T 255 ICEHLT
gﬁ#\nb@@ﬁ\%mxﬁtﬁfﬁ<%m%Lk
$of%$béo%:6mm\mﬁmﬁ$Mfmb
mot;5m\ﬁiﬁ*mﬁ%¥imﬁfb gy

BlEE EEOEEIRMMICHEZ 256 %%x
TA LI,

B ERP R 2IRCIED 2R %E D, 5720
WIRD 2 %E% 1-D 3%, D=1 RoERREAHE
MThh. D HWPNIWIFEEZEMBENEL 25, 2D
EFALDBETHENS I 2L —2ar®iTO58,. DB

127
1.0}

0.8:

0.4}
0.2}
0.0}
03 04 05 06 07 08
1B S ADEES

0.7
0.6
08 v
a
04 1
107" 10° 10’ 102
RIEEEDFEH

ESSETE

X 2: ZEBREICB T 208l A 777 &—
B2 f1 £ SOBKR MELEWCHBELTWSEZ
Bbhrd. BREERREEZ RS, Covr(fi,S)<0
B.[BEERADLEEN D 2 & Al HEELT 2. 3]
»HWE,

INEL 2 BIEY. LT D a0 L o) DENKELRD,
YA RIS S LT 2 Z e b o7 (KI3A), 2
NI DESITHRETELDIEAIN?

ZEERED D 5 v, RYE EOFI T & 5 K2 ME
FORIIEFREDVGHEEIZT TRRE S20, TR
JFARD T O ICEZMEEN N IHFEET 30
DEBIIK %, REERDPERIRB T 2 BZEETE
X,

[S|1]=Dps+(1—D)qs;r (4.18)

ERIZENTES, TITps XEFEETDREZ
PEEE DG qs)r WBERRTE ¥ DHTHAC R R 228
WATERTH 5,

COBEC. Z 9 RN BRI

SE=TS+F+C7+Q? (4.19)

EWS PO DT RTE B, RAID DIFFRIZE
BOGECHEELIRTH S, 4 D2HOHKD QF
I ERNMSED D 72 5 TG FOMETH D, ZERiig
OB ETESS &2 2H M2 2@ %2F> (8.
F L ETOFE 0] Z2H)., =2 HDKIE

C?=(1-D)p'(a;)Covs(oi,ns) (4.20)
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THY, o FEAEREEDERS 7R i ITET 20
ERTIERERTH 2, CP 1%, THHIRE 0, £ 2D
FrCRIH PTRE 72 B2 T8 8 ne DZERIFLS B ORI R
ERLTWVS, ZHIRRHZBIREIC L > THRELR
CF DZEfiN—Ya vy Th s,

T, RN EAITS . ZERIEOEA A YR 12
MO EFRE L TW2 Z e hbd 528, EEHRH
FIENCIRDS % ¥ AT CTIEA AT Tl It
EEMHE SN, FARICHRMF 2 — 22T - 72K
PAEENEZ 2, £D7=0, MG H 3 & —KkiC

COVs(O'l,ns) <0 (4.21)

b, T Ip DREDITHART [ D D I3
ZHBEENDPRLI BB ZEKRLTWS (X 3B),
Thbb, HHRIREICH 2 Z 2 ix TREFEICHHTEER
JEEZMEIE TPV WS | 2 DFERHDITR
%, FOR, REZHDGE L RIS, HEIRET
BEWEHEE, 74— TRETEEVHEESELT 3,

A ‘ z
- T .
0.50 ! >
0.45 Simulation for ap |
-ij * Simulation for ay |
J@‘ 0.40 Pair approx for ag |
[rh} bi58 : al = Pair approx for a, 1
1 —— Pair approx for a*
0.0 0.2 0.4 0.6 0.8 1.0
Bl «—— ZM#EENRED —> BV
B ‘
()
W o
)
N

LOAYIZEYE<H LORYIS
BEMET BSHEE AL

B 3: ZERIREEIC 3B 2 AT L. AL ZERIRED D
2 Al E DL T 5. BRI TIERIC & B T
B.Covg(oi,ng) <0 OERAIMER. G 1 RS L
TW3.[8] 2 5,

*JERTEER ESS I2BWT, FEZEM L TERAE D&
TEZ RIS 3 v, =18 CF ORI
BIRAESERO TR —KT 3,

HEWF 2D MERMES CIifAh

IS DFEFIE. JREIRIC E o Ta[As TR 1Ick 3
DPEHHMZIETRLTNWS, BEEEDIX, ZDF 21—
BZIIW o7zt ZZ, REAEE D X 5 RIREICE D
NTVWBAHEEDR B WD TH %, ETHRZRFEHLSH
Covr(fi,S) & Zefi#8 Covs (os,ns) 1&. Fa2— LB
BEoOROMIGEFRERLTWS, K22z nws —
RERZBEAZTTH, HRMF 2 — 2 FIHATRER K
ZWEE e oficitaiieEART 22T, FUFRE
I & o TRIAMEDS (L 3 28, F7-. BRI DRy 22
MHESBUIETRE LB G L TE D, EBRICK 7242/
T, FFEDEIL L ZDiEFcEH L TRERREEES%E &
b, ZZTHELNLRMILGED,. EFIREICBT S
T 2R TR L 72 2208 e B S 2 2 & 25l
ICHERR T X %,

ZTHRFECDIX, F a2 EENEEEERE
EHl-oTWADIITIEREVWE WS FHTH B, BRI
DPIUIBZME DT 5, 207, [JEFH TG
PRI o7z WVIHRMF 2 —1%, BFELXAFI2
AH 6K B MATHIMHBEZ LT THIHT % 2 &2 ME
EnDi0] VS HRAE I NS, WEAZ. B
EERcE R WEREE, Mo REERIE L 2FrH
D SREIICHIZ Z DN TEZDTH D, ZDEK
T, #HRWF 2 — DIHRMHE L 13 F 2 —Z2 DD DI
bol-METIIRL, Fa2—REZESOIT 2488
HMEAFIZ R o TEANINBANETH B,

BHOIC

AR TUE. EEARDM O ERMEUA DIFAEZ F035 D
LT, WEICL U THEEZZE X 20 ElLE#
A7

BINCIE, OB MEREZZ TN 7208 5
D) RERBZ IR LTS 7 7 AMEEKEET
LD LTEERT 5 Z e B TE, HIRAEZ K
DEERXTRLUTHNT 22 2T, AJ8EELREIT 2
ECNREREZRET 2 2 e D TE 5, REEHIRE
TIHEHIRAE & B M 2% ORI 80ps, 244
W1E % b DB CIXRATI AR BSZ MR8 5 » D22
HAOEDSEIRDO S & U THEHN, A% O#E(L % (e
T2, TOXIZ, ZoAMER AR LT, FHEZE
FOZEMEEE A2 28T, BEOTNI—ENED
EOWTH LWEIRE 2 AN T D0 % RMANT 0 fiFE L
TERDIENTES,

Arbitrium @ X 5 BEEMARE 2 I 2 =7 —> a3 Vi,
HIZRE AR 2 [R5 32 HATIER . RS

P72 U 2 2 TR 2SI X 2 B AT I 22 MM
WIZ K - TEZEED S RFNICBIRT2D0TH
D, BEOHNED S DWMADEF D X 5 AR
E23HDTIERWT L ICHR,
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JBIEZ BRI ERHINCERE L, 2oEHREFHT 2
7ODHHAL LTIRZA 2 28BN TE S, /2, K
D% ORBIBIATIEE DML OFERII AT Tl 1HER
BADLLEZ BN D TH o720, T2 TRIFHRE
RDAEREEN I Ta 2k > ThEAHINE e %
BKMNOR L2 2D X D1C, 7 7 ARG ERE % H
W LA REE R ETIC K o T, 2D XS BAEYD
BREG NS 2 HE 72 B DI O L 2 b5 2 2 e 8
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ZZET2EChRD . HREADOBEMEELOHERR T
b VP, #EERER OB DS © L CHEfET X %
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T 2 1E E DRSO EE 2 2 B, L
$%# (evolutionary epidemiology) & FHINTW 3,
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WER L EE DM OWE» kD -NDE 28 TH S,
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