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565390 396980, bemmm mEas60Bd0 sl dMsmm bgmbsbym
3@bgdmdobomgal d6dmmada. gb dgbgommgdgdo 3339000
a56bbgegqds GFMonzommo, domemmagddo ab@GmMommao
s@bgdemo dgbgmadobash, Hm3 gosmhgzs brogds mmgs-
60B8g80b s oMo 396980b MBydg. a96m(396@ M0 dgbgco-
M 9d950b yzgmadg asdmmhgmmo 3G0d03mbos bEnggb xgo
3P0, Hmdgmags 08 dgbgrumgdgol »gm@®s” @ »3b-
5396 omob@n&” sMz3060bIsw Imablgbogdl (Gould 1997).
dog ™53 gmmm@abes s bbgsms 360d 035 NRM™m Ggommbmgnol
3mD0(309000056 bgds @s 396 Momymalb gqgbm396@Mymo

1 3969300 396@03ommMo go@a(393s — 396903960 98330006 gmdab asws(398s bgbem-
36030 358603 gd00, 3dM3mgdn@sb dz0mgddy.
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dgbgmgdgdol 936096 93068 gbmdgdl, 39Mdme: gam-
ob&n g960 d3z93L nbrogo s MmMas6nd3gdal s My)-
0L — 00335660635 (335 3960 gamab@ew MRgds — meMgs-
60bd0 053L LBaMOZL Moz30L0 bomgbaggdal gowsbamPgbac,
F5(3 300G 03 nmom 03839 396980b go@emhgbss, Mmdgmba(s
®3000mb 5@5Mgdl). Jowgg gm0 (365 dmgzgmabs, Hmgm-
Lo gamob@o ggbo mzgm bLBaL, sGab g.6. nbBMag gbmancn
3Mbgmogd@o: gb 3mbgmod@o bogds, Gmss gon agbmdals
dngboo gfma 3m(393¢mn a9bo 3Msgmmgds bbgs 396980l bom-
®bg. bgmo M08 brgds, Bsgsmamsm, 8gombabst s 4398 m-
3969b0b? Bmb, o3 8m (3980 4960 abg 8Gsgmmgds, Bma
35398900l babgzatmdg dg@0 o3 3gbnmss BaMdmmagboemo. gb
83(30698L LogFom bagmeggng@gdsl, dogmed dMwab o3 ,gmAo®
3960b 353M53mgdal dobLL. banbGgMgbms abacs, Mm3 o3 ,,ymha®
3900L J3935b g30M0b3oMrgds 3533900 dmmyaega-a)-
69&039M0 dgd560b3gda, Mm3gmms (3 0b@GMs-g96m3nMa 3mb-
Bmogddo 9360d36gemm Lobdnmgdyg edysgo (Keller 1999).
96m-96Mm0 LdnbE  gMgLm MgmGns, Hmgmas sdYLEYSL
q93mme300L mgmEMasl, sl dmgammaa gzmey3o-
0l bgo@MomyMo mgmMns. 53 mgmmnnl dobgozom, 496980l
dodogca LGOI Mol 3G o30900 oo MIMIZEgbmdam
bgo@Gomufos d69dMogo 3oaMhggal dndsmMo s, 5dab
dggasm, babgmdgdal 393 330GOMmN (335tgdsmdal oo
boBomo goamfggel o6 gd398mgdemgds. @Mmmal babamdmong
dmbo3390mgdby bgo@Mamamo 3Bo(30980 afmgmgds, Mods(3
3933300069md0c0 60dbgdab bs 3dsm Bobamn dgndmgds dma(szsl,
356bs 30 gdacm 3306 960(36mz56 3m3Mma(3096dn (Kimura

1 8g0mba - go8g@magbgbab pmmb ag6ms Bygamgdal (scagmgdab) asymas s bbgsmabbgs
MROJEd0 3osbabamgds aby, Bmd 3898 gdda JHmBmbmBgda Bbmmmm gMmn sbmmomas
Bom3mmagboro.

2 39898magbgbo — gugemom@gdda bdgbmdMago xrGggdolb BoGdmdbs, Gmdgmdncs
bgds 3gbgdab sbemgdom godmogmgds.
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1984). bgo@ Mo mgmEinsl gytbmds dmmg mman bosomnl
dgomen, Hmdgemo(s badgamgdsl odmggs dggsbogh babgmdal
bbmM356985 3ol Bobadst gm@3sbmab dgwsmgdnom. spbsbndbsgons,
3 gb cgmns oM 099693 9939393 6967dMnz30 gosmbgzol
b bogmEbmob abEmEnsdn, sMe8gw sbmbGgdl, ™3 3 @)s-
(30980b 3bmmme 33067 bsbomo 94393gdsMgds gowsmbggal,
000356 Jomn MdMd3mmabmds 56 (330b MEasb0bnb dgamgdols
bomabbl dobo Lodymezgmabsodn. od(3e, obo(s bws nmdgal,
A3 30dMEel mogmadadggmds ;mgmnsd by gdom ©gds@gdo
30dmabgns, Mowasb, ghomo dgbgogom, 9bobssmdwgagdmus
939 300b doemagdaem 396Lasl (Ohta 2002).

9391300 MgmE00lb ©sdsdYLEGogmo mgmMmngdowsb
abg3g Ybs goblgbmo dmgmo gango ;mgmEngdobs, Amdgm-
bo(3 dgndmgds 30359M000bmm Lo o30mbabdnl babgmoo.
Lom@oz0s domemgnsado 60dboglh 60dsb-mgz0bgdscms LEMoy
o6 333906 (330L 0oMd0sb momdada, Mobas dgodmgds
3m3y39L sbomn Labgmdal domnsb LbMsgn bomdmdmds (Bowl-
er 1989). Laem@o(30mbaddo ablbgds g.6. MgammoGmmo s6v)
3356m39ma 5969300 o6Lgdmdoo, 5697 49695000, BmMAmagdas
Lbgs a9bgol JoMmoggb; 3dommgzgmon agbgdal Y@ o(3090L
domma(3 3gmdmos dognsb 3339m60 (330 gdgdol godmbgg-
35 39333000099 60d0b-030b96983d0 s sbg sbama Labgmdab
Bo63md860b ohgogds (Theien 2010).

30093 96®0 60dsobbgg@n g3men300L MgmMool obGmo-
590 360b 9.6, 09b653gMmM3zg Lobmgbo, HmMBgeda(z bsdygebo
o dgobmes 0bgmabgmds 3g(3609M3s gm0sb 3sgbrmnd
(Huxley 1942). 9b bobogbo @onbym gobyymo bayyzmbol 4o
30-056 6mgddo o @abmmEs 40-0560 Brmgdols dmenmbogab.
356 9o mgmEnsdn gosgMmnsbs 35306gmo 39658 030Ls s
3omgmb@mmmmanol 33emg30b dggagdo s mgmMogdo (Mayr
& Provine 1998) ws, dg0dmgds 3og0d0mom, Mmd gonblbbs abs
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gobagodogmo dgomegdaom ggmmyy300l 33magzobs(s.

04) 35005353 9dm Mzgomb ggmm309Ma cgmMools ol m-
00l oM30b0web M 3nblbodwy, wegnbsbsgm, HmI mgmoals
GFbLBMMTs(300 M330830M39m0 ©oMZnbobgMmo 3oM0sb-
&000b gamab@n 4960b dgbgrnmgdgdsdrg 3g(36096gdob 3o6-
30006 750L LagMom gomsedm@do KxEgds. sM3060L PMHML
39(36096930b @sMaqdo 393600 NRO™ 0bmmoMgdyma oym,
30bogc s Jodoymo dgommegdal godmygbgds dommmans-
do %96 3093 0bygdmes. 3sb 3939 Bnbogs M3s dgadds
J0305d0 s dgdmm 53 Mo g0l dngH agmmgomo (3mebol
396Dmasgds abyg, HmA3 Mgl 3Msd@0gmman yzgms adognco
o) Jodogy®o 3Mm3gbo onygzebgds dobnbs s gbgManals gom-
004369300 o6 (30097 3936 bgbadwg (Carroll 2007). gobo3m@ds s
Jod0y@3s domemansd mabosmsbmdom 653y3560 3mba(309d0
0503535 bozmzbmob 33emg3530(3 5 56 Im0@sbs gadagndo-
960 dgomeo — JobbMagggds, MHm3 yzgms dommmanm®o 3GHm-
39b0 8obo-969M300L Mbagg@ban@ 356mbbmIngMgdgdsdry
oy35bnmoygm. Aggbmgol (36mdoemns domemmansdo gobagndo-
M0 33emg30L 3gommgdal dg@obol dgmgagdo: dsm dmEnbos
0bgoo 360dgbgmmasbo sm3mhBgbgdo, Mmammgda(zos Jom-
dmbmBgdnt, 0632, mG8sgn b3nMomo®, 4q9bg@0z0L 396mbgda?,
IROIQOL PEHLE®IIGI” @ BIbI30gd0, Gbmggme

1 Jem3mbmdgdo — gmcdobgomdy goweddmmoa ag6gd0l xodggdn, GmBmgdacs gngoto-
™§930b 9REg0b d0Mczda nbobgds.

2 ©63 - gdmgbomadmbazmgabab dgsgs, 396980b dofMomawn dgdswagbgma, Gmdgmocy
MBENb3gmymzL 3969@050M0 83833006 gmdab MMk Momdabg asms(393sbs o
95m0aDgdsb.

3 @m3sgo b3oMamo — sbgmns ©63-0b LGGNIG M.

4 a9698030L 396mbgda — J0dM0wgddn 60ds6-0g0bgdsms 898 330Mgmdom 3owa(39d0b
3obmbgdo.

5 9x6IRb 9rEGLEGNIG IO — xRl bodogo sggdnwmyds, Gmdgmas dbmrmg
)dmog@gl 8036mb 3m39330 Rbl, 0gmmobbdgds 9.6. mMgsbgmagdo, Hmamto(ss doGmga,
80@mJmbomos ©s 5.3.
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5 (39656 9m5 gobomemaoal Jombggzgda, dosm dmEal BabL-
3o 3(39606gms BgmE g 89@odmmad8abl 33magzobs o
bgomdommmgnsdo... ggmmy300b cgmEnal gamab@o gqbals
3M06(398(3099®Y oY35bs(5 93 3GM(39L0L bsBoemns. 330@md,
Logbgdaom godatomgdyman 0465ds, 030 3 3Bm(39LL d¢bgdols
39(3609696980L Babogadodsz00l 3nbmegdm.

93me300b 496m(396@Gmo mgmEoal bgdmmembgFin-
mo dombyzgdol gmbdy, doom YBMm mgsmbsohobm bpgds ob
3mdmadgdo, Hmdmgdbaz gamab@o ggbals 3mbzgg 30 396
135bybgdL. 3nmzgmgbsw, gbss Loddombo s semEMMob3o.
535b 3bgdsdn 3Mogmom 3bgEe3m, 3sbbszymmgdoo asb-
300050 9dymo bgMgmmo Lol gdob ddmby mEMas60Ddgddo.
qb doMoma(s 3030 (39mgdnmn gqgbmdgbos s sbLbsl Lag-
06mgdL. 5Mandgb@gdn, Mm3mgdaz bLbaL Labgmdob-dows
smBM0b3ob Jg8mbgg390L (dgdmm) o o6 gsdmeagds. sbgzg
dbgmo sbabbbgmos gbmbnddombal gbs, Hmgmadsg Imo@)s-
bo 3oM@ 030, 3Mm3ofom@o YR 0gd0basb dg36oE MBcm
oMM gd9mo, g3ocom@o gRcgeol Bom3mdmds (Lnd-
d0ma9b9b0). gamab@o 960l 3mba300@eb goblbs Fnmmgdom
dbgemas sbLbs, o9 LogHome Ho@md 0Bygds gbmboddomba?
ob bbgs 6380L30gHn LoddomdyEo PBogHomds (Smith and
Szathmary 2000; Kikvidze and Callaway 2009). 53 g mogfom-
39830 gommaqbg@ncam 0dmbom sdmmMgdyma babgmdgda
dmbaboemgmdgb, Mm3 gMmo Labgmdol JogM Lbzabo abdsmgds
5ot dgndmagds bogmom gq6530b 0b& g6 9Lbgdasb g53m3wnb-
s 50bbbsL. dg@n(s, g3mmmaoy®o 33939000056 MobEsMsb
oo bgds, MHm3 3mbinEmgbzonbs s bLoddombab goMws,

1 89893mmnd8n — JadoyMo Bgod(30930, HmBmgdo(s bgds (3m3bamo s@bgdalb mMHgs-
60%330.

2 960mboddomdo — o©Ydama YHongHomdgdo dom@og NxrMI0gdL mmal, Gmdgmoacs
©obEYMES Horgeo gu3aMom@o YrMgolb Rsdmysmodgdoom. 58 3Gm 3Ll boddom-

3969Db mbm©gdgb.
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dmbgdada gogM(3gmgdmmos bbgs, 56865 3emgds 360d3bgmm-
3560 YO0 J3ggdgdo, Hmammazses 3m3gbbamnbdo,
BIEFO0G (309, 35M3Do@nbIn... sbgoma gzmmmaonEn gHo-
09600md9d0l BoMmm go3M(39mgds 5 5dogMgdl ggbm(396-
GG 9390 396)RIogob. Jogbyrogor 3HoGogobs
gBormbegmbgdolb dbMosb, Mmd dg3bogMmgdal gowsdoet-
393mmo godagdndabds(300 s Mg d(30mbabddat byl @dmals
M3 98l Mol HongHomdgdl, gBmm dmgswn s dmogmo
gm0l 53965850 s 33(30698L oM gdal go8mygbgdacm
3mBgb3nomb (dogomoma, Kaitaro 1997), sJsdwg strogol o d-
308L, 39Mdm@, B 560l gadagodona Jgomeal Lobnb@ggda.
3830J6mdm, gb, 8409wy dg3hRbgggmoa Labyb@ggdo, BoGorms(s
5@bgdmAL s LbmMgo 3omgsb 3odm3mnbomgmdl aqbm396-
GOm0 dgbgnmgdgdal 3Mmdmgdgda s. 93 gomayelb ymm
LogbmdMmngam dg8am3 539330 gobgabomsgom.

1 6309d30m60b30 — Gommbmgasbs s 353609693530 sGbgdmma JabBMaggds bgdo-
L3ngFo Bmgmgbs 30535MB03Mb s (36mdaem badadm (36939893y Lony356mb.
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2.

Logm@bmy ofmob nbgmmM3ooob 3oy
dobobo o 969Ma00L dofmonzo

58 09390 gobbomamos LogmEbmab gobbsdmzMgdals
dgmdemgdmmds GFMowaanmoa (godogal 96 Jodoal) gobb-
03ggdobs s Joamdgdal godmygbgdom. 65Rg96930s, Mm3
LogmEbmob gobbadmamgds 39 bogds o6s 080@md, Hm3
50D0gobo s Jodaslb gg® o6 o43b Lszdstabo 0bgm@m3ds(zns,
565390 0d0@m3, H™MI 3 3g(36096190980L GoMamgdda 30l
30390988 360b303ma© dgndmgdgmons. go8m3pabamg
LomEbmob domemgon@o smbgMowsb (7 60dsba), dbyxg-
mmds ool b ggbsdey, MmB gowsdByzg@o bogmsbmal
356LoBM3Mgdabomgal, Mabo gsmgemabbabgds 396 bogds
g0bagodono Bogm3dom, s6ab (1) 0bgm®dsz0al dnbss@bo,
Gm3gmbaz 3mEbamo mGasbabdgda (33000 gHcmBobgol/
35M93mb ©s 565 0bgxm@mIs(300L BmBs s (2) Bomgs — Moy s-
Bo3 (3mbomo mMasbnd3gdo 0bgmEds300b dnbosmbal 353-
39M000 3oMM5396 bogymom gomgdmb. s30@ma bogmsbemal
356bodEgMgdabomzgal go8mygbgdamas BoMmmgalb mgmens.
badmemme 3o gdamas bogmzbemab bonbygabmm (Moo Jstion-
30b 0gmE0ss Imbdmdamo), 96, gmMgbsnma — Lydab@osnmo
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(030 gb 30bLeDM3Mds gyFbmds nbgm@mds3nal dobsstmbal
3603369mmdal) gobbabdmgmgds: Lombmyg ool 0bgmm-
33000 dogm dobobos s gbgfanals dotoge.

530b030bs s Jodoal BogM dommmaoymo 3Gmdmgdgdal
339300 Mom@gbow nwn bom3s@gdgdal mbdyg (ab. maga 1)
356Ls 3 gdmo bod 3ggmom Robl ghmo oo ©s 3M0b-
(30390 3Gmdmgds, Mm3gmbas ogodwmy gabogodnsd gge-
s3gMo dmbgmbs — gbss Logmbmol gobbodmgms (Carroll
2007). 0486935 Lszdsm@ nMmbogma gomamgds: gadajadas
BoM38gd00m smbgmb dobobs s gbgMaonols §9M3nbgdoom
LomEbeob 65d0b30gm 3gHdm gs8mgmabsl, gobommmao-
a0 3Gm39bo 0gbgds gb 0y domJaBayin Mgod309, dogMsd
dmagamo Lagsbo, megam bombemg, 4obLadmacMalb aomgdy
hgds: emgl 93 353dmbgg39L Bndagadns ggMogmom 3sbabmadb.

30b03mbodLs s Jo80gmbgdl o6 o 3mosm d3gemds,
3 bogmbeob 3gox0m s BodagodoyMa @FMownznobooc-
300 3obomgdo, Jo@mEngn 3sbbadmgMgds dggddeggdaboom,
doaMod dob BoMo@gds o6 dm3ymemos. 1944 bgml asboddmem-
3o 93LE@M0gm3s BobogmMbas, 3396@ M0 Babogal gMm-gMmds
39dgdgdgmds 9f306 IMgnbagMds 3odmb(zs d(306g@sbosba
Boabo 8 560l bogmbemg?, BmBgmo Bomasbow bogmsb-
ol 3obbodrgMgdsol gdmzbgdmms (Schrodinger, 1944). «bos
00 d30L, ®m3 gabogzmbob 3Mm3s bsdygzebo nym ggabdazabs s
Jo80als 309 0056985d0: ol babgmb 5@oMgdL asbGmmgds,
m8gmbaz gdmons s@bgmmb 6gdndng&n LoMoemob Jodo-
a0 dmmaggms dobdo doMmngobs ©s gmgd@Mmmbgdal deog-
3069m3930basb 3mmmbal 306mboc! go8mmgmoamo 3m@q6-
(305em560bs ©s L30b-MmMdoG oMo YMmagmmddgogdgdals

1 39mmbob 3o6mbo — 3abogal 3obmba, Gm3gmo(s sbgMb MMmgBomddgogdsl m
20d&MImer @3gbEgm bbygeb ImGal.

21



dobgogom. 53 3obGmmgdsl biym Lodn msegabnegama 3oMsdg-
&0 543b: 9.6. 3y gmenl d9dngs (Fine-structure constant),
Amdgmo(g 9mgd&mmBegboGne NeMmngMmddngogdgdl sbabo-
5098b, 6308HMbabS s 3MMEMbOL dobgdol dggsmmgds (@asb.
=1) @s 3BmEG™babs s gmgd&®mbab dobgdol dggommgds
(00056.=1840). Lom(3560 obss, H™A3 Imgmo sbg 33060y Moz0-
bygomn 3068898 Mgdaom s@bgfmb Bomdmmmaqbman dMagsam-
BgMH™M3z56 Jodoy® 3Gm(39LgdL. ngogg gob@Gmmgds smbgMmb
4m39ma 356 (5 9b 396mdmBmam oo dMsgemegfmmabgdes)
5 6930bL3dngMn LoMmoyymal dpaMsew dmmg jmmasls, Hmdmgdocs
3MEbamo MEa560bdgd0b 5@ 0dmerndIdn dmbsbarmgmdgb
(Carroll 2007). sbgmo mogdfnsdbgggo bomds@gdal dgdoga
d1bgdc0gz08 Immmenbo, Hm3 oo s dgdmgdos bogmzbeob
%396m3gb0b sbLbsLs s gobbadrgMgdaba(s, 39gMa3, Hmam (s
bgdmom nmgzs, gb Immmeobo gado gedmeas. 3Mnb303do,
Sbmd(3 ngmagds, Mm3 IMgnba 9o yzgmadg sbemmb dogows
LogmEbmab gobbsbdmgmgdobmeb, madzs smnsmgds, Hm3
sbgon gobbabmgmgds 03 EMMbogmo gabo Mmoo s JodonHa
3m@b0b bogndgzgmbg Jombggzgmn nym. IMgnba 9@3ds abo(s
0356599005, M3 dmdsgomdo 5dmafgbobgb sbam BabogyM
396mbgdlL, Mm3mgda(s Bobogmbgdb agbdsmgdmas bogmsb-
mob ggbm3dgbol goblbodmgMmadn. od(3s, sgodwg dMgwmnb-
3960bgmmo bogmEbmob gobbsbdmgmal sbomnbo oo o6
dy33momo.

b gomamgds sbgmas: bozmzbemab gobbabrmgmol dsmro-
(3 o3Mogn I(309mmds 5Mbgdmdl, Mmdmagdacz sbobogl
Logmbmol 3God@ognmae yggms sb3gd@L (Trifonov 2011).
30853, bogmbemal gb gobbabmgMgdgdo 56 dogmnsb dmg-
30005, 8b go@s@30MHmmas abGmMagmo, G§MdO(30Y0 ©s
Mgmogonmo 3mb3ggogdoom (Luisi 2006). 3g(36096ms 6sbamb
30 9339 305RBns, H™3 bogmzbmoab (36938 sMss (36096 ma
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(36909, 809ybgsge 08abs, Gm3 dg(36096Mgds Bomds@gdoom
049690 3L Lodga(306m s bommmaoy 33mg398d0 (Gayon
2010). 936 89 0(3, 9dL39M0896& Mo abom 080l 3B 3o(39-
35, ®m3 bogmzbmg aobbbgoggds sGabozmbmabasb, dg¢-
dmgdgmns. 5308 mds(3 930mdgb 3936056500, H™AI bogmzbemals
gobogdodomEo asbbabdmgmol (30gmmdgda boygmams s
oxmdgdl gbgMgas Lbgs 93m(30b550L gomogmnlbzgb dngdam-
omon (Tessera 2012).

530l LadnMobdofmme, dammmagdabomgal (3mbamal
33 (3M(3bom0bgsb gomhggs oo 3HMbmgds s6ss. dommmana-
30 bogmberab gergdgb@emgm ghogmer 003mgds JRMIro,
mdgemba(z d99gan mz0bgdgdo sbsbosmgdl (Koshland Jr. 2002):

1. 3mB3gmbEobo: mMasbndBal Bnws o0l 3mbEHmean-

Lo s bodomumo dgbsmhnbgdal 39@-6s3mgds
353mbs@ o 1bsfin;

2. mma060bs(300: gFon o6 9360 Mxcgonbsgsb 9g8c-
ao60 bbgmemo;

3. 3g8°8mmnbddo: Jo8ayma bagMmgdal @odmobs s bab-
0gbob 9bsfin, Mol Igogaem 4o gdmeseb dm3mggdayma
G9by@Lgdo ImabIomgds BE@abs s godfmogmgdo-
Loogal, 3obabs s gbgHgnal gofmEsddbal Morne ©s
3mogombaggbnmmagseb 3Gm3gLbda;

4. DA JodogMo bogMmomgdal 8980 Lobogda, oMy
©odmos. JbsMmEn MmEMasbobIn MdMomme 3o o6
0a36m393L dobob, sM0dgm gomasg393L 85 g3abameam-
309960 394960D89b0bs @s Lbgnmal LEENIE PGl
Bobomgdsw;

5. s@a3@o30s: bt dgnzgommb mEMgsbnddob 3930
36 LGN JGMMS abg, H™M3 MEsbadIa s Jobo dosdm-
353mmmds 3mg@gmb o goamBglb Bnbmgal sbse gotig-
dmdo.
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6. 350006gd50mds: LG NdPmgddy (gomnbosbgdsdy)
3sbgbo. bdoMow aodmabs@gds dmdEomdam — dog-
M, Mm (30 86gM0 gommdab 3@ o(3989mb, o6 Mm(3s
3396069 bbb doamGz0b 13900 gobsmgdyma
Logf(30bs396.

7. ©93GmEados: mog0bogg 8basgbob Ba8mddbs go3-
Gogmadal 3Gm39L3o.

Lombemob yggmadg 3o 0g0 gm@ds, Mmdgmbss yggme
9L 60dsbo sbobnomgdl, scol dogd@gfns. dod@gonl dgbobgd
bogdom 393609 ma (3mEbss ogMmagama s gb (3m©bs
(39eboba 30000gdL, Hm3 dogd@gmngddo yzgmes Labogmsb-
mm 3Om39bL Fomo3L Jomn gqgbmdn, ghmsgHon bEamma
JOm3mbmds, Gm3gmdn(y gobmaoggdmmos ask. 5000 (st
«139&qL 10000) a960.

bogmEbemob dg0039 bgdma smbgfmamo 60dsba sfals o6
3o6330L Mdngd@n, ob FoGmzgal 3GmMEYJ@n s 93 dommngal
domnsbae g969d0 sbymadgb. 396900 Jommoggb LdmMowsb
3bm3amdgmagmo gxrMgReb Bobsdo garabaersl, PrMaob
39m3GMonm Bm@mIsb, NxrMgob dogbom d0dwabstg dom-
Jodom@o Mgod30900b 068)9bL0gMdaL s Lobdamgl, oym-
Bo-309M3mgdal s Lbgs dod@gMngdmab gHhomgmommdabss —
3Mboas300bs o 3mabowgdoo! 396930l ao3zmsb. mRG™
3903 5 9b 3665 3mgd 3603369mmzs60s, 396980 HRMgLOL
39339md0m (300mmMdgb JoMnmb gomgdm(z: M 339 3obLbgom
Lbgs dod@&gMngdmab MomngMomds, Mz Im(393mn dogd@g-
00bomgzab go6gdmb Boboemns. goMgdmb dotmzgal 3owg3 gMmo
dogamoomn oMb gofgasbo 8mbgmgds 9admey9M3g6@8gd0m?

1 3mob3a@gdo — 3gb930b 398(33gc00 bbgawabbgs bogedal gadggdo, BmBemgdbss dsd@g-
00l xrM9gdo gM;mdsbymb gowslb3gdgh.

2 39m396@ 930 s 9abmyg@dgb@gdo — 3gMdghegdn (96D0dgda) stnb bbgawobbgs boM-
om0l (30emm3gabo 8meng Jmgdo, GmBmado(s b LobEgdgddo Jodow® Mgadz0gdlb
oBJotgdl. gadbmyggMdgh@n — gxrMgoab gofgom dmddgmn ggMmdgb@o.
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(exoenzymes). 3598 gM00b Los@bgdm gs6gdmdn koMo Fom-
3L mEgsbyema 3o 3MmImmg 3magda, Hm3gmms dosbomdds
5 Imbgmgds 35489609l Moo dsmn oo DmBob godm.
359&gM0gdo aomgdmdo aodmymazgb 9.6. gadbmeygmdgb@gdl,
m3mgda(z 98 3536MmImMmg3madb demnsb 33069 BFoad6-
&5 © 5300 YJoE30mgdg6 d5J@& gm0l bozzgdal dmsbodsl
(Chrost et al. 1989). ma3tim 9@ 0(3, M93005(330L B0Dbom dod8 -
0900 g56Mg3mb 5399539696 bm gmgdob bobobssmdogam 56@0-
domE03gdoom s sdom Ngcm PbogOmbmb brosb megnsbm
Lodymazgeml (Hopwood 2007). Gmam sbms09mgdgb 396500
3oM:35L? Mo gds Mbs, 53 3969330 RobgFomn 0bgm-
do(300m, MMIgmog 0mamadbgds (30mgdol gbsdy, (30mgdo
30 9InsrmE SLEMmgdgb Bomdy s 3obEgdMm Rbd(3053L,
LEOYJGP0L 94365 046905 gb o9y domJodoyyMa Mgsdzoals
39@dmndo. gbss 0bgm@ms(300b LEMEMg© 0b Mgabgds, MM gem-
Lo o6 nngamalbbobgdl gobojodoyMao doamds.
0b6gm®3s(300bo30 BobogdodomEo Joamds FoMoma(s
Hmd bogyydamosbo asbbbgogogds domngol mgmanls
(0bggmE3a@n30bl, 30896698030L) JoamBobashb. IMgnba-
9635 LomEbmg ssbsbosms MmamE(z g9.6. mos LobEgds,
emdgen(s 9b9Ma00b5 o Jobob ¢ (33emol gofgdmb (Schrodinger
1944). 45693m©sb Jomgdymo gbgfgool batigdg gb LobGgds
53(30698L 56 3dsr mMBgbg nbsMRbgdL Lo gnmam gb@Mm-
30obt 96@MmM30s odogsdo Dmaglh Lob@gdalb Imbgbcogg-
dgemdols bamabbl. Moy bogmagdas 9b@MHm30s, doo M@G™
3mbgbmoggdnmos LobEgds (mELss MgMIMEbadozycn
BmbsbBmmmMdnbasb). gb, Igmeg BbMng, 0bggm®ds300bs (5 1 go3-
domgds — gb (36908 30dmoygbgds 0bgm@mds(300l mgmMasdo(s

1 3686m30s — 0g68m@0bs8n3sdn 608653l 08 gbggosl, GmBmal dmdomdow J3g3o
dg0dmgds; 06gm@3s(300b mgm@osdo BamImamagbl dg@ymdobgdadn nbgmadssnal
Lod™AL.
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5 dmB33L dg@Yymdnbgdsedn 0bgrzm®ds300b Mam©gbmdal. Ma(3
39800 0bxmMIs(305, doo bs 3mgdas gb@Mmmans. aobbbgoggda(s
9bss: 3ob0gs (goDdngndns) nbgrm@dszasl dbmeme 9bgManol
300b0o g g0s, 35306, Hm(35 0bRMMPs(300L MgmE0sda gbos
d9&Ymdabgds, 564y dobss@bals 8dmbg Loabsemgdol 30dwg3-
mds. 3969690 HmM3 LbmM g dobssmbos RsbgMomo s oMo
968M™30s, gb msgobmagew (3bowns. s80&md Rz96(3 3gHo-
9500 0d 37(3609693L, HBmBmgda(z Logmzbmob gobbabmgmal
g0bogobs s Jodonl BnemBds 3Mmdmgdsm asbobormaggb (Gayon
2010; Tessera 2012). 530l bodnfMob3domme, domgal mgm@os
®30L gem-96M0 Jnogom Laabow (3MmEbom YR IdLS ©s
m35609356d0 3mddge dommgol bob®gdgdl mgmab. domo-
30b mgmEns (Control theory) 3mosdmgds Lonbgnb@m ©s s6s
d969d0b dg(3609Mgdsw (Khare, & Swarup 2009). dgbodsdobac,
o6 ¢bs dgdmgngsmgmmo gobndndonm s bomsbmob
36mdmgds Lonbynbm b, 303 M3gmgbo, oMmamsdmmobo
3noboom gobgabommaon.

dotmngol mgmns (bsgMmme 0bgmmMds@ogymn dg3bogm-
90980 = LobEBg3gdal Bmaswn MmgmEns, 30d96bgE 03, 3M3Y-
6035(30980L MgmM0s) 9yMbmds ghm ©sdggdsl, Mm3gem-
03 03gbsw d¢bgdfagns, Mm3 dobn M0y, 56 FmMIsmyMa
aobbomgos B3gb (53@mMgdlL) odo8g o6 dgazbggomns: Mo
0 gds by, 398 Ymdabgdsl 5d3b Jnbssmbo s gbos ab, Maba(s
3a90bbdmdo Lo@yge ,06xMMIs(30530%. 0mgmgds, HMI Mo(3
MRBO™ 36 (3908 3g@Ymdabgds, dom dg@ns 35Ldn Jobssmbo,
obg) 0bggm@mda(300. gb dggds Ladyamgdsl ndmggs asnbdm-
3mb 0bggm@3s(300 308)gddat abg, Hmam s gb gemme d9bmb3s
sdmshobs (Shannon 1951). gb H™3 gmbogfmmo ©sdg9d0s, 535
3mb3mMdL 0bgzmM3s@)03amo 8536096 93980b oo ombg3gda

1 30@0 — Goibgms mGmdoo babBgdsdo godmygbgdnmo (30860, GmBrmob Jgbadmm
8603369mm3gd05 056 1.
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Bmgm& 3 mgmEogm, 0bg 458mygbgdom bggmmgdda. oad ss,
03039 Mmb, 03 ©533905L Babs 3emabbg godmadsl nbgme-
35(300L MdmMEgbmdMngn sL3gd@0 — dg@ymdabgdal bmds — s
0hgdsemgds dobo dobss@bol 360336gmmmds. Mmame s Rsbl,
LEmEgE gbos Badgbo adabs, MM JoFmmzal cgmEanl god-
mygbgds 396930l d0dofon oMy nby nmmo godmeas. nbgmm-
358030L 03 (396@MomYGn, Fo3Msd yMomgdsdm mgdy)-
0 533960056 dgodmgds gngoMmommmo, Mmd Ma3 YBOH™
005 396m3n (Ma(3 3g@0 aqbos 396m3dn), Boo @cm Go-
™0 dm (39390 babgmdal mMasbnddob o3 gdamgds, dogMed
Lobsdgnmgdo gb sss sbg (Maynard-Smith & Szathmary 1995).
doMoma(3, (3965699830 bdoMoas gom@dag gdmmo, asboddsgg-
dmema, aommb3og gdmemo s 5.8. 396mB8gd0 (3mmoadmmopmdat),
30gM53 035L o6 Imog3l 93 MmEM3o60D3gd0b Mondg bgFHomby-
™0 gamoemgds. bmaogmor JoM@ng (3msbom s@bgdol ao(3-
0m9d00 0o 396mdo 543L (©b3-0b Momegbmdol dnbgwgom
35bmBomo), 30006 Jomdg $335Md© NRO™ Moyymoa (39300
3Jmbg mEa560%39dL (McShea 1996). 53 bognmbal gobof 339350
™60 99339 (36Mmdomn, 85g608 5J0dmg Lamsbasmm gonsbdg-
390 BogG0 o339b30Mgds.

306390 0bss, Mm3 g8 ymdabgdol Bmds 3oMEsdom wos
dFoMm@ o6 1353d0Mgds dob d0bssmbL. (sbowons, 3@ (39-
0 5 EYGICNE0 5mbgMs, dgbadsdabs, afmdgm G94LGL
LogoMmgdl, dog®sd dgadmgds 0dsgg Dm3dolb dg@ymdabgdals
dgaq6s, ®m3gmbss MobsnGn 56 domnsb 3306 g dabssmbo
9969ds. dogsmomas, bo@yzgdol dgdmbggzomds gosbs(3g-
9353 dgodmagds bogMome ©ay3eMamb dabss@ba dg@ym-
30bgdol. 8308m3 3mIybogozonl omgmMos asbabomogl
3d9@ymdabydgddn dg(300m3gdal ©533980L semdosmmdsbs(s s

1 3mmodmmogo — qxMHgeo 56 mMasbobn, Gmdmab a96mde @Mdmamhogds ghmbgm 6
3ogomRge.
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04) dabssmbo domnsb 860336gmmgabas, ob 398 ymdabgdada
30093 gfobge ob IMsegomyg® dgmMgds (oMmgdgMggds).
39d3°0, 9a®ox0bG3> BoGomgMo Jgrmds @z
&9db&30 (bogddg Mol godmsbagdsl gbgds, dob 3o godm@hRs
Lo Y3o oMo, Moda(3 MONZdMNMa© dg(335ms 306556Mb0).
M 9dgM390mn 9@ Ymdobgdol aogbogbolb dgdmbgggzsedo 3o
sbgon dg(3mIgdab s8mAgbs dgamgdnm nmmos @s dobosm-
Lo LadmmmmE oYdobabykgdgmo BmMmInm Mg3Mmme30M-
©9ds. 330@m3 Jmagamn g9693dn RsbgMomo nbgm@dsz0nl
d0bsoMb0s s 505 308 gdab Momgbmds. Jomomma(s, 01y 396-
900b gfm0 3m33mgd@ob dobssmbn dMsgemx g dgmMmgds,
dgodmgds dogommo domosb oo Dmdol 396mdon, dogsd
3ob3dn sbamo 3M0b(303mo sMoxgMn 0dbgds.

39mg Bogd@o 3o abss, Hm3 dnbssMbo o6 ol ©sdm 0 gdy)-
0 3obo gos(3980b 3 Bobg. g@Yymdabgdsol dgodmagds 3Jmbrogl
9m9d&Ymo Logbomgdols dndgazMmdals mMIs, b aymb
390mRsbaB M0, 56 gobsmMo 3ngm 3mndn, 86 sbgMama
Jocamdyg, ob dgsdsgamol dogH dm@sbowmo bo@yzogMac.
9L F0bosMbl o6 (33em0b. 396580bsm30L 5856 08gbow v93L
360d3bgmmds, Ms3mgbas(y nb dzgdlb 3533300Mgmdoomn
0bgmE3s(3006 RobgMmol ©b3-0b gomms Lbgs do@eMgdmaddy,
0bg39 HMamE (3 05Md0b Memdsdg 353 33006 gMd0cn dabssm-
Lol go@s(3980b aobbbgeggdamm 894sbnbIgdbs(s. JsGrmnms(s,
R3gb 30300, BM3 56MLYdmMd6 638 -306mbgda, HBmBemgddo(s
3969803960 0bgm@mds (305 RobgHomas M63-0b s sGs ©63-0b
dmg 3mgddo; sbg39 (36mdamns 393000 o4& gdal memdosb
oMby abBogmam aos(393s. 93 Gag@L sbygg 860dzbgmmds
5d3L 03abomzgals, Bm3 dgzosMmam dommmaonMo ggmeey (300
LadmgaEmMgdol gobgnmsemgdsl, Mabsy dmdwg3bm ms398da aob-

1 663 - 0dmbyy3emgobol dgsgs, Jodommow sbemmb paol ©63-msb. Dmgngmo gomabdo
396930 JoBogMa M63-0b xod398L Bomdmamagbgb s sbMnmgdgb yzgms a96g@0g3ne
Rbgs0sb.
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30b0mag0. 54 30, M3 Joogomns, gb B3od@o ndmags bozmsbemals
356LodE3M0Lam3z0lb 360d369mmzgabo 3sbbmaswgdol dgbs-
dmgdmmdab. dmgmgbo babom, gb Dmaswa gobbabemgmgds sby
dgag0dmos Rsdmgaysmandma: bozmsbemg 5ol 0bgzm®dszool
dng 3obnbo s gbgManals ofmge.

0bggmMds (30530 0ggemabbdgds 49698da RobgfMamo dabssmbo,
bemm yggms ob godmemmgogmo 36Gmggbo s domJodonma
95d (300, Mm3mgdoz Bodogodoyo &gMmdnbgdom smabgfgds,
G99 BoMmImamaqbl dsbobs s 9bgManal gommsddbsl s
Ramormmos domgal bob@gdadn, Mmdmal ngMamdool bgg@dy(s
03yma3qds gb 393 330G gmdoman nbgmds(zns. 393 33006 gmdo-
®0 0bgmMmMm3s (305 30EMds ggmey300L 3MmM(39L3d0, Moy
3sbd0 0bgMgds MMas60D3ab LGN JE ML s3GnFgdabe s
35693mb doMmngol domgmo dgdgbomo 0bgzm@dszns (g0 5).

LogmEbemab 08 gobbabemgmgdsel dgadmgds gbmomb ,bonb-
FobOM* (Mo@aob ob Jommgsol sb0ggdlb Jmago® Mmmb), 56
0985680 3M0" (Moa6 NbgMMBs300L Jobss@mbL s sGs 8ab
BmIal, o6, RsbgMolb Mm@l 5dmg3lb 360d3bgmmdsbl). 53539
Mmb, 83 g56badmgMgdol o43b oMs eMmamdMaga, sEodgw
sMamsdmmobo 360d36gmmds. dommma(y, ob sGoggMb
5dmg3L gobagndosl, Moash Lonbgnb&m Jnamdss s
3655 godagodoy@oa. gb o3 06gmMIsG0gabs s 30dgMbg-
&030bomgal ool Losbmyg, Moash b waMmggdo LagHomm-
(3 d0mmma00sb ncgdl bomaggl (Bertalanfty von 1976) o
dofmgs doma 3330l mdmagmgln bagsebos. badsgogcme, gb
356badm3gMgds dgaz0dmoas godmgzgnygbmam Hmames bown, Hm3
dggdmmo Lbgomsabbgs ab(303mnbowsb (3m©ball 3mbdmds
s boggmbmob bbgoabbgs, bym udm s gadm Gommo
g™ gdob, dgoemgds. doGmma(s, doMmgs dgdmgdgmos
30603 B30D0gNO ©s Jodoy® Lobgdgddn, Mowasb dsmmgs
a9mobb3mdl Momss Lobyal, dnbodsmn@ LoMormmgb: by
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(3M&o, JsMrmzgobamzgal LobBgdslb mbrs gosRbogl 4ocgdmoab
bogbomab 808mgdo baBamo (Bg(393@mcnt, bgbbmma?), Bmdg-
o3 boabamgdlb 3nsb3wm0b godssbomnbdgdgem boboml, gb
1 3965L36gmo 30 353M0ESbL oL 336l IMbmegdamo dg@ym-
3069800006 05 93 b 3360L Jobgzom dogeman Lob@gds Imab-
©96L Mgod300L. sbgma bobEgdgdol aobgomamgds, dybg-
dM0g00 046988 gb oy bgmmzby@sew, gobagndonlb Logbals
3035, 91330 FoMmzgob MmgmEns BoMmm 0ygbgdlb g30bogobs
5 do800b 30mbg39dL. gb gomgdmgds 30 3oM@ad0m sababgds
930 300b 0gm@oal 068 gM36M 9@ (3090 (0b. sbggg msga 1).

M306139malb ymgmobs, sbaem asbbabmzmgdsl yumommagds
396930b gamnb3oEsb gowssggl dsmmgsdy, ord(3s dgazadmos
0539056b3m ©m306Lob MgbabL 030l dgbobgd, Hm3 mEgs-
60D30 560l 3obgsbs, MmMImal Ladyasmgdomsz 396gd0 goomb-
Memdgb g0Mg3mb s bbb dgbedsdolb Mgadznsl (Dawkins
2006). oy M53@gbs Moymos a396gdolb dogH mMasbobdnl
FoMmzd 93me<(300b 835 014 08 3MmMMd8dn, dgazadmoas 303L-
RJC™O 3MbIMGE MmO (3M(3bdm0 BMmEMBgdab (39300 dobgogzao.
306565307, H™M3 g3mEy(300b gga90 MOYMEYES 5GS Jot-
&M 3mbomo 5Mbgdgdol 5g904mgds, 5Msdge domo (393533
0bobo (300mMdgb ofd JoMBM 3oMasw FmgHamb goMgdmb,
5M339m d9(335tmmMb 3000g35(3 39M73M M330560 LisbaMagdemme;
091339, §(3930L gb sL3gg@&0 FbmEmE BFMoad5bE@Mmoss dgb-
Bogmoma. bobsdgomgda, yzgme Lobgmdolb mmasbnbdn 3g@-6s-
3mgd50 sbgblb magabo badymagmob meagnz0Mgdsl, dmgo
3qLo3Rbgzom, Dmans PYBO™ ,m3MEOENbabE 3", 569 (300~

1 6g393@mco — 9xcgeob dgoednmdyg s6lbgdmmo (soms, Gm3gmo(s bbgssbbgs Jodaym
6030 93sb 035380693b s 58000 06g4g3L JoBoma Mgod (30980l 36 339 808g3-
Hmdsb rMgedo.

2 Lgbbmen — a5698mEsb bogbomoal 3odmgda dmBymdammds.

3 m3mGE60BI0 — g3meamg0sdo 603bsgL BoMb, Gm(3e MEas60D30 Mdmddgms 85653,
L6058 BEEALS s 308Ms3mgdabamgal bgmbayGgmo 30Mmmdgd0 o6 o©agds.

30



mmdlb go6gdmb booGggaotmds magal babamgagdmmm godma-
49bmb. ovd(39, 396900l dngM 3mb@Mmmamgdmmo domomgals
LobEg3ab gBgdE O™l DS ggmm 300l 4o63s3emmdadan
39035 hbl FoMB0300056 Moo mMasbobdgdol gsbbormgo-
Lob. dog@gns, 5g989mgdac 1o 03qbn, 8ogMsd ,LEMmn*
3MEbamo oMb gds, 1339 (30mMdL gofgdmb magal babomag-
dmE aoMsddbsb ga bmeyggcdgb@gdobs s 36@ndom@njgdol
94b36 900! (0b. Bgdmm). Bmgng®cds do@Jgcnsd ggmeeso-
ob 36m39L3dn dgadabs 9.6. dm@gdo s 653653530, HMIgem-
o 3gmbgdoo abobo msz30060 gofMgdmadn gomosanmEgdasb,
369y dgmdmosm od@nn@em 0dmdEomb Ly 33qdob Bysmmb 396
ob go9Mnmb boggomb (Kojima & Blair 2004). 3Gm@0b@gdbacs
39990507 83mM9)300gdema dmdMomds s 530G ma sg@n s
0339396 306M93mb Ggby@Lgdal Ladmgbgmam s magdgbs-
BM0b 3mbadgdba, dom ¢339 33900l oMo dgmdmoasm
(36M3M 7935 o ,bonMmds” doMGng dod@gfngddg (Hahn &
Héfle 2001). 3(39696993ba(3 30 9930 Ladyyomgds BmogMmzmb
06335300 J50b bo(3bmgMgdgem mMabrday@dg s mgbemgdom
3936M(39mgds 33 ,(3mEbob* Jobgwgno (335emmb (Chaine et al.
2013). 3(39656993L, sbggg, sbsbosmgdm ,g3mmmann®o bodals
d94865%, mBgemas 9BO™ BgMBomaEos Hmams o3 3(39-
baobmgol, 0bg dobo ,006533 Doz Lbgs 3(3960Mgymo bab-
9md9dabmgobscs (Odling-Smee et al. 2003). (3bm3z9mgddo J3939
00 gdb sbam gmMmIgdlL, MM gda(z Bomb ggmmy300dg g o
dmng g53emgbsl dgadmagds sbgbogl: Bogamomawm, s@sdnsbal
Boc3mAdmdada bLbmMgo bmznam@ 4(3935L ©bos dngbagml
356bs 3o gdamo Hmeon (mg3dedg 2013). oy Gab bomdmace-

396b berz09maMo 43939, 3m3g36m 330 0gbgds gsbboryma.

1 9db3MgE0s — gotgo godm@ebs, mxrMgwab dng bbgsabbgs bogmnggdal godmymes
a5Mg8m3a.
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3.

LemgoommMo 93939 oMmob goM9dmb JoMmngzo
0bgmmdo3oob Lodnomoydoom

58 3390 gabbammmons bmgosmao J3g30bs @5 bmgnar-
160 3mgdggdab mgmmogda. bggrmmds Jowob ©sb3zbedwy,

03 XX Laygnbgdo 333mg36gdals 068 gMgbo bmosmn®
Lob@gdsdn abgm8s(300L Hmeol Jodsmo sfab s6s Lsbdm-
300m 30l 3606(303nma@ sbamn dmebob smbgfs, sMsdgw0
begoore Lob@gdsdo 0bgrmMmds(300L 3o©sdbygzgdo Hmeal
35(36mdngMgds. adm3mabsmg bmzasmamo Jzgzab gobbeb-
0361989800006, 8Ly gmmds Joab ol 33608y, M3 bmzoae-
900 J3930L, 3mgdgogdol dmegomo gmgdgb@gdo otab: (1)
0bgzm@o(3000L goa(3935 (3o(33md) o (2) 03960l (nbgymm-
35(300L 30058(3980L, bLndogddol) as6DMabgs, dg3gommb
Loggmatia gofgdm (yzgmedg goMomm sdom, Mmpgbsg o3
(3690530 Lbgs Lmdogd@gdas nammabbdgdasb). dgmgaswm,
b gmmds 3mozMgds bmzosmy@n d3930L sbomo gob-
LodrgMgdam: bmznamnFa (3939 960l gocgdmb domgs
0bgm®mBs(300b badmsmgdoo.

39m(39 Loy 3Mbob Bgmg Bobggsmdo aohbs (3693 ,0bgme-

32



ds30m0 bodmgamgds®. 8sbmgm 3L gmbab (Castells 2000)
Lagm@m dMm3sd, ,Jbgmolb Labmgosmmgdol smbggzgdes:
0bgm@3s(300L bobs: g3mbman zs, Lodmasmgds s JmEY)-
0%, 9L (36905 Laymggmmam dmbdamgdal bogma sg30s. mg-
39600 a5bbabmgmgdgdom, 0bgzmmdszomo babmaswomgds
obgmo bLobdmasmgdss, bowsg 0byMM3s300l go3gmabs ©s
53Mm3930b Lodnemgdgdol gobznmamgds (33mal §3mbmdo-
39, 3nmEnMobs s ymggmomoy® (sbmgmgdsl (Castels 2000).
53539 @MU, 06g3m@Is(3099em0 babmasmgds gsbobsdrgmgds
Amgm (s 3mbGImgMmbymon dpamdamgmds (Lyotard 1979),
Amdmol dofMomown dobabosomgdgma ool (396@Momno,
©0©0 bsMo@B03930b! godmds: bLadysHmb ngMemJommoa bob-
ob dg33ms, 0bgg s 0bgz, Igaol, 0bgmEGds300b go33emal
badamgdgdal aobznmsmgdol godm. 3g@-bogmgdow gobosmg-
o 5ebgMs 9390360L sbngm dgmbs (Bell 1973) s 30896
3960 (Drucker 1993), Gm3gemms dobgogoms (s nboyb@mo-
@ babdmgamgdal (XVII, XIX bag 3069, XX bag 3060b 30639-
™0 bobggemn) obs(33mgdL 0bxm®mIssoggmo babmasmygds,
3ol dofMomawn 60dbgdacs oMol (3mEbal g3mbmdngs s
LgE30LgdaL AMEOb 3oBMES g3mMbmdoznm bob®gdgdda: obyy,
03b8870060m39 93mbmMBn3sdn gowadbyz9@ 0 Hmma gbaggds oG
bgmgymb, sMsdgw (3mwbsL ((3m©bal 93mbmdn 3o — Drucker
1993). beagnm 3mB8Lab@gdob bLadymdom sanmgda, 3mb3EgE)-
a0 (3m06930L g0dmygbgds/goyomas, @tm dg@ns, 30M Y
30bognE0 IGm3nbs s bgomgmmob aswsdydsggdobscmaals

35639m3b0mo bodydom sanmgdo.
53 dogmdabs s bgogol 3Mo@ozmbgdo (Webster 2006)

1 656o@030 — mmbmds, 533530, §HN856gnmeb ©s3og0Mhgdnmon bomdamgdgdal
8gbabgd 6gdabBngFo dbGmds (Gmame (3 Bamdmbabgomo, sbggg, Bgaman), GmBgmacs
23908m(398mmos b3, BgMommdom, Boba@gdam 56 8mdmaga byMamgdaom. bmzom-
ma0sbs @5 Gommbmgnsdo godmoggbgds g3mgobsmgal @adababosmgdgmo s g3mdal
6936999680 MM0 5339300 9HNMBrnMBab 5cbb0dbogawm (o@n boGo@ngn).
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5060365396, M3, BoMmamons, &gdbmmmann@o (33momgds
bgds, 3ogMsd Lobdmasmgds 3gmog godo@omobEyMos s
doMgmo (33m0mgds o6 gbgds 563 boba@mdmm Ladmamgdgdals
Bemdob s oM (3 badydom domol mofMgdymgdol 3G0b(30-
398L. ob, ®m3 dgodmgds 3mb3nEgb30s dgdz0cgl (Rsb-
&gl 2000), bengm 3maLabymgdal (LgMgobal) bLodmdom
@0 gdob Mom@gbmds gsnbemmmb, 56 6036s3L, HmT sbowm,
356bbgoggdnmo 3ol Labmgswmgdsdo 3obygdom (sbmgmg-
3L, mbodgMimgg 3005 gds YBM™ gemmdamua Jbgmmco
3930&om0bddons (Fuchs 2008), 3oy bmznsmuMa bob@gdal
sbamo gm@ds.

dombgosgom adobs, Hmd Lmnsmy dg3609Mgdgd-
do 0bgm@3a(300b gos(3930bs s dgbobgals badmemgdgdl,
mams bmgosmay®o bob®gdob dgd(33mgm 5396m3gbgdL, XX
Loy gmbob Igmeg babggedo 8ngdse ynMemmgds, bmznsmn@
0b6@gMod (30580 06ggm®Ba(300l 8603369mmdals JgbBaogems
bevgomenmgool obobynbnsb brgds:

354L 396960 ,93MmbM3B0gs @ Lodmasmgdsde® bgMmee:
»3mg390908 560l bmgnsmyGa, Gmogbsg 3mddgoo bmdngd-
&0 ©gdb bydogd& e 360d369mmdsL boggmsem Ladzngmdo
— BIOYIE 0] 03, IYMgdnm M) Msbbdmdam. dm -
390905 bmosmyns, o930 dobo bydogd@mco 3603369mmds
0ngomabbobgdl bbgol J3939b @s s80m, mM0gb@nmgdmmaos
dnbggb” (Weber 1978).

begnoma@ Imddgogdsl 39dg6n sbg aobbabdmgMagme:
»0mJdgg0s“ 53 gobbobrmgMgdsedn 60dbogl sadnsbals J3939L,
A3 gmbsg 989680 96 93968 gd0 bgosgab, Gmame (s biyd-
09d& Mo 360336gmmdol 3dmbgl: (3939 dgndmgds oymb
3509356y, 56 3065356y MM0g6G0Mgdmma, dgadmagds dgo-

1 begosa@o 0b@gagzos — gBmnghmdmgdgogds budagd@gdl, bmiosmnmo bobdg-
8930b 3g8s0g9b6gem 93968 93L (3mddggdl) mab.
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(3939b 9396@0b 8mddggdsls, aobbMsbgzsal, gos3gmm Msdy,
ob M03g 3099390™b 3sb. ,bLmznemNEM3n” ngmmabbdgds dmg-
39m9ds, MmM3gmada(z 396@0b 96 53968 9d0b 8ngH dobaggdama
3603369mmmds dgo(393L d0daMmgdsl bbgs 3ocmgbgdals J(393-
b b s MMBgemdn(s FndaMmgds gobLabmgEsagl 0d gbsb, M
aDomo(3 Imddggds bogds (Weber 1978).

390960l dobgogzom, bmosmn@a dmddgogds (Gmdgmacs
dgo(3o3L 396M3mJdg009d5L s a93mbggmm 43ggdsl) dgo-
dmgds nymb dodsmormmo bbgs 5sd056980b Bombyyem, s63ym
o) AmbammEbgm 4(3935bg (8og. 3obyybo sMg IMmIbrsM
3989359, 303mnbatg 3@ 939000056 Mmogms(339, 9bws, docy-
gm0 bmdgdo Imdsgamo dg@g3z900b babssdmmya). »Lbgs
baebo®, 838 dg3mbggzodn, 3gndmagds 0gmb 3mb3Mg@&mmo nboo-
3000900, MM3mgdLay 9396@0 0(36mdL, 56, gobybodrgmg-
M3© 00 RaNR0, MmImob Bgzdgdbss 9g96@0 56 036mdL
30Mosw: sbgmo Jdgwgdol dsgomomns gmmols aodmygbgds,
mdgmo(g oGab ao(33mal 3gogndo s dob 939680 smanamgdl
35330l Lademgdo, gdysMgds 03 dmmmEobl, MmAI sos-
3006930l 856995 bM3M Mo ©0EO KaNB0, OMIgmmsgsbs(3
ol @3 9oL 96 0(36mdL, bsss Foommb gb gxyemo gobszz-
9o dmdsgamdn (Weber 1978).

LergosmMo dmgdgegdolb sbsmababsl, bmommmaonnl
30093 9foo 3mabogmbo, gdom @oy@ 3930, 53dmdws, Am3
bergosmMo Imddgegdgdo gobbodmgMymos bmnsmy®o
Bod&gdoo (Durkheim 1982). bimzoomyyGin god@gdn, msegal
3bM0g, G0l dgbgommgdgdol, gommbmgngdal, LG M-
&gdab Lol gdgda, EMImgdars Lodmasmgdada Rzgbasb
053m4) 30090mo© 5MLgdMIL s gobsdnMmdgdl bmosmym
4899393L, HmamE(y 3mbadoymem, sbgzg, bggs@onmMac:
553056960 bdoMow JMbRMMbE (30590 dgnsb bmznomyMm
%359&9006 s 3md3g0gdgb dom Lobnbssmdogamem. dgbadsd-
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0bog, bmnsmy&o god@gdo 3gb@omnn d9bgdabsas: ababa
56bgdmdgb F396356 ITMYY30Ydma© s goblbodmgMazgb
R396L J(39398L. ,Lm oSN GogdG o 560l 8mddgmgdal yzgmes
Loby, ogodbofgdymo oy sBadbomgdgma, Gmdgmbsy
dgndmos gogsb 3gbemmmmb nbpngowa. sbws, LbzsbsaMaw:
3mg8900930b yzgms 6gbo, Mm3gmoa(g oMol dmaswo dm(3g-
3ne LodmasEmydadn s 33539 ML 5MLYdMBL MmamE (3
05dMY) 3009090 YM3zgemo 3mb3Mg@ymo godmbo@zabogsb
56 358LEmadmanbogsb® (Durkheim 1982).

®5b5dgMmmgg bmiommmanalb 3oy gomo boyMwygba,
Gom3mE 350LmbLn (Parsons 1968), 538 30(390w@s, B3 bmzooem-
<6 3 gdggdsl gobbabmgMagh bado god@mn: 3gMbmbaenyn
LOLEG3S, JNEEYENma LobGgds s bmosmmnMa balidgds.
ymgge 53 bob@gdsado dndogogds 60dbgdabs s Loddmmmagdals
LobEgdgdo, AmImgdbeg 3Mb3M g o sadnsbabomgal 543l
3mM63M9@ o 360336gmmds. 53 360d369mmdgdals gomgam-
0bbabgdoom brgds bmnsmyma J8gwmgds, Mmdgmdos 539680
(dmgdgen) msgol Lydogd@ e dnbssmbl @gdl. 3 dbMng, ymgg-
o bz §dggds MbogomyMos — oM (3 9Mon 56 oMol
dgmals 0gb@Ma, Moz o6 ¢bs 335306496 gMmdsbgmb.

XX Loy g9bols 3 9M3sbgma bmgommmao bogmal crmdsbo
356LobDM3MI3005 bmznomM Lob@gdslb, Gmam 3 3mdxbos-
53000 bob@gdsb. bob@gdab dngboom 3m3nbogszns (bsngzomby,
begosmo J390gds — 938).) 9yMHEbmMds 0bgrgm@mds300lb dgb-
MY MOMEgbmdsl, Mm3gmay dgomhggs 360d36gmm-
30b, dobssmbols dobgogoom. bmgosmamo bob@gds d¢gdomdl
a3 360d369mmmdal 3Gm(3gbo (Luhmann 1982).

380dOMom, bimzosmydn Jdgrgdol gsdsgmmnsbgdgmo
a0bbadm3Mgds od3L MEmmy MNdgmb, Mm3gmay sg&-
®05676L bmommmaan® bgogselb bmosmuMa Jdgogdal
(9, gbadsdnbag, bmznsmamo J3930b) dgbobgd: 43930 36l
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3Mb3Mg&mmoe bemnsmyo, Amoagbsg ob mMogb@omg-
dgemos Lbgs bmdngd@gddyg (selves). sbgomn d3g3o vwnggzsedl
Lbgob 308xyd, mggndfiom, mMomuM, 06&qbzombaomy® s
3 g9 30mm3gbgdac; gobobomogl bbgabo gsdmbs@zal ggmalst
0b6&96(30mbamnE 56 Mo30mbama® 360d3b69mmdsl; dgase3L
bbgobo 3mddgegdgdab dgbobgd Immm@abl; s 553 3oMmaggdl
06896(300L2 Bog@ormb Lbgs bimdogd@al (self?) 3mbzMa@mm

353m(3000mgdg0Ls s 06@96(3096d0. Lmznamn® J3939L oMs-
bmgosma@o Jiggzabegsb sbbgeggdl ob, gscmgzemabbabgdaymas

o9y 365 bbgs biydogd@o (bygmey) 93 Imgdgegdsda, od@bs oy
36og@&0godn (Rummel 1991).

439 53 35bbadgMgdnsb (3bowns, MM Lmgoomy®
34393990 3500586y39@&0 3603365mmds 543L d0bss@bL: ab dgo-
(3983L 06gmM o500, MMTgmo(s Mbrs gowsn(39L, 509 339@¢)-
o 0d6sb Bs30mbemo bLbzgdolb 80gM. (3bawns, gb Jobssbo
Lydogd@acns, s dbmmme 0do@ma, MM SIM 30OMMOS
2396@&0ab, 3mbiMg@mmoa bndagd@ol dog o3 J3930L Log-
06mgdol 50 ddody, 9039, 0doGmas(z, Mm3 gb dobssmbo
Lydagd@as sbggg 93 J3930L 308mgdgdal FbGnsb, 3ol

0g85/06@gM3Mg@s(300dg*.

1 godmbo@gol 3gmo — 83 3gdmbggzada: dmddgmn Lydogd@ob od@omGmdab bogM(sg,
6\"{)6(“676 %n%od‘a@n, OL)USU l}naam@‘aﬁn.

2 intencia — mson. 3035 mgds. Bgbm3gbmemmansda (XX bawgnbol 3ncggm bsbgzamdn
3m3gmomanmo 3mbGnbgb@ o 808nbomgmds) 06@gbzombacamds, 564), LadysGmbmab
80850030l gooDMgds (Lodyammb s@bgdmdobs ©s 85bd0 msegabo sgoral go(36mda-
96985) 50580560b 94bLgemgbogo mgabgdss.

3 Selfﬁ %mebm%noan’ %bndm@mancb\) QO bmenm@manban: b‘oboad@ﬂ, 6(“80@06
5(36m309Mg3L bognome asdmzamgdal o bognms® dgamdbgdgdl/scmddgdl bad-
4oOmb 80dsGo. 0mgmgds, Hm8 byman IbmemE 5©58056793L sbabosmgdlb. bmgogmn
833mg3M0b 0bG0m, bgmg-0 sbggg 8gadmgds s@abgMmb, Bmame s mgom®gnmgdbos
36 006G mdo.

4 3603369mm35605 500360336, Hm3 bemznsmyMo (39300 @ 8mddggdab gb gobbab-
©3693980 50BgHgb Fmgmygbol 56 gongn®, 56 ImEogs 3o 8bamgl, sGo8gw, dmz-
g60b LGN JGNOL. 3obbb3zs39800 gmzgmEEono 9bobagsb, baws(s ,bmEosmya®
©50930mb, boeam ,0bmgnsn@o” goymgoml 6086agb.
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b98mm8mosb dgadmgds ©o35L33600, B™I (36900
»0b@M@Is (300 LabmasEmgds® s Jbggmmds 53 bs joomb-
ol 3063d93m 360b YBE™ 030b go(36mdogHgds ab MLy
mbgdg, Hm3 Labmgsmgds s bmznsmy@o doMomss ©s
30MoM3ma© bofmdmaaqbl 360d369mmdgdal s, 35dsbs-
0537, 0633 (300L go(33mol, 3oy ymebol Mondg sbsmao
3mEbob sdmphgbs.

(3bo@0s, bmznsmyMa J3930L 6o63dsMmgzggmo nbgm@des-
(3095: bng0omMo 3939 0d0@mIa(s bogds, Hma nbymMdszns
30059 (39b Lbgslb, AmMIgmbass 3 0bxym@Is300l s dgds dgv-
dos. 0bgm@mBs(300b gowa3gds bbgobogol dgadmgds nymb
@domm, 56 g539gomgdyymo. dsgsmomsw, Ibs@zmol dogm
boba@ob ba@gs, 86 36gMmal og® &g4bE 0L BgHs — 0bgme-
35(300b 309995 gdmmo 3503939, branm osmmgo, oMamm
3m396035(309, 56 BLobomdal Jogm mge@dn godmbgmes — xde-
S 305(3935. )30 39 35390190 Moms(3al, Mmdgemag @Hmalb
3mM6369@ e 8mdgb@3dn o6 dngdammgds 58g3gmb, dogMsd
39mobbdmdl, Mmd o3 Moma30b dgogan Nbws nymb 50dddg-
ol dog® ogds, dg bmgnomy® 4(3935L gobm(sngmgd.

Lbgo Logombos, oy Mo@ma 0g3939 nbogowo bmgoom-
MESE: M 3G0b bmgosmu@o J3930L 58m (3965, B0Dsba.
380JOmMbm, ghmsgma dgbadsdabo 3sbyybo 53 Jombzaby
360l Lo 3nma aomgdmdg bgdmJdggdol dmbrgbs. ,a56g-
3m® domosb goMome bs asgngmo: (369d5d0 ,a56M93m*,
53 d93mbg935d0 gMc05bgds MmamE(3 bmosmn®o, sbggg
530b0 Mo badystm, Am3gmmsb ImJdgw nbngowl Wdysm-
me 5g3b dgbgds. gzcmm dbEow, 3930 90l 3ofgdmb dsmo-
30b badyamyds, 0bngowal badmenmm dababo 3o dobo (dabogg
mRdbob, b bmgnsma@n ganagolb) ygmgabs oy gosmRgbol
dobbgdob gondxmdgbgdes (msga 7).

sbgmo ggmboo badystm BomBmagomagds s6gbsw, bowas(s
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0603000980 (300emmd96 35693mbg bgdmJdggdol Imbrog-
bob: domo d(309mmdgd0 03390 9ds, gdmbgzgge 9Mmdsabgmb,
0mbaaL, ob ggM ombgalb BaM3s@gdsb. doMomewon sanmo 3
3(309mmd98d0 1135300 0bxzmMIs(300L aos(3935/d0mgdals
BgbL: 0bngo@gdo (300mmd96 doqLndsmaMan s0g339@ MM
30539606mb bbgol doo ngf gos(39dmmo nbgmmMds(30s s,
obg39, 394LndomYFoE 335G Md© 350g3mb Lbgal JagM
3003m (39310 0bBmM@Is(300, Moash 53 Jnmgds/goms(39-
3ab Bgbob bEnmymaomgdsdgs sdm 3ngdamon, Modgbowo
305mbg3b nbongnmo Jabsbl, Hm3malb gsdm(z 356 snbym
Legoomao J3930.

0bgm@m3s(300L 3o05(3930bsd s domgdal Bgbo 3o Lbgos
MR gM0s, M) 568 doMmgs. dgbadsdabag, bmosmuo Ji393-
0o 0bengzogdo (300mmdgb JoMmmb Lsgygmaeta gofgdm.
Lenznoma@o 53 96@ 90, 5693, b 3ob3 dmdggdl, 93 Bbggmmm-
3930l 399390 boM3mggaoa gdnsb ddstmmggm bydogd@gdew,
He39mos 3mm3gFs300 s e30Mabdnfgds Jdbal bmgnsemn@
(3bmzMgdsb.

39009350, 30303560 356LsbZgMgds30g, H™AI bm(s0semey-
60 (3939 960b 35693mb JoMmgs 0bgm@mdszonl badygsmgdoom.
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4.

Levoomyfo J3930 ©o J3MmMY3o

09130 beayzoomy®o J3939 oMol g 9dmb doMmgs 0bgmm-
8a(300L Lodmomgdoo ©s nbgygm@ms3nalb go33ms, 85306 o3
a0bLaDM3Mgdal gogM(39mgds dgadmgds dmgm (3mzbom
Ladysmmby. 838 Maz3dn gobbarmmos bozmzbemab bbgsabbgs
303mgmnbgds, 3548 9M0gdnwsb (bLozmibmab 3o ngg-
Lo gM@3gd00sb) Mdsmmabo byMgnmo LobEgdab 3dmbyg
(3bmM39mgds80y. nbgmmdsznal gowa(3gda/as3gms abygds
396980b @mbyby, 8x8rga Ly PBH™ @ YBH™ Garge-
0905 8 3MogomygMmasbo bogds dsmmgbn byGgmma
LobBgdob 3Jmbg (3bm39emgdal Lmz0dgddn. bxgemmds
3000l ©sb 3363wy, Hm3 LozmEbmg s bmgnsmyo 43930
LobmBNdgdas: o9y bogmsbmgs, 3odobowsdy, nbgm™mds(300l
35005(3995/35(33m5(3 bgds. bmmm 0bgm®mdssonl gobsbemgds
Bo68mJ3bal ggmem 300l 3Gm(3gbL: sbomoa 0bgm@dszns

(330l dggemb s dgbedadabsw, a(3emgds bydngd@gdob/megs-
60D3gdab Mgodosgs.

LogmEbmob s@bab 068 gMEob(303moby@mds sbsmabdos
533060635, MM gsd0bsdy bozmzbmab ob@mMommo
30039 ©s N33ME039L §mEm3gddos (d09BgM0gdn) s 53
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obEME00b Mobsdgmmay 3GmEyJ&dn(z (s@sdnsbms babm-
350m7d5) 0bxMEM3s (300 653Y396, oMMz HmMEL M53odmAb.
09) 5053056m5 Labdmasmgdsda bmosmy®a (3939 G0l
063353090 3Gm(39L930b Bmogata Fgmnst, dod@gngd-
Lo s bogBomm, dommmaon bob@gdgddo gb abg Bommo
o6 Robl. dogMad, oy bmznomy® 43935 30bgbodmgmogm,
Bmagm iz 0bgm@mds300lb JodosMorgm as33mal m& 53968 L
dm@ob (mog0 3), 35306 sbgo J3930L dod@&gMogddo(s smdmgo-
Rgbor (Ben-Jacob 2008). 530l gFom-g@mo dmazotn godmbod-
Mmgdss 9.6. 396980L IMmE0DMBB M0 gows3935? 3mbo-
ma5(300b aboo (Koraimann & Wagner 2014; ;ago 1). gb ofss
@oMsmmeE Jodoyto bogmogmgdgdal 56y ©63-0b yMogdgb-
&9d0b go(33ms — bLobsdgamgdo 0(33mgds 39698d0 RsbgMaemn
doboombon, Moz aodmaba@gds o3 396960l JogH 3meamgdaemo
3o@goob bEOYJG IO gmo o g@odmmaMo Fgbjiegdem
(0030 2). abso@bol gozgms 3o oGal bmosmyo J3g30b
9600 3mogzsM0 60dsba (mago 3), GmIgemoa(y dog@gcngdals
dgdmbgg3edn dgmagbogds ndom, HmA sbaema 396l Mg(3030-
96@0° bdoMow bogds Macm 358dmy 5680d0m@n3gdabs o
JLgbmdom@03980L* Bndstm @s/56 MBbEgds sbamn 3g@ed-
0@ goolb a30dmygbgdol mbscn (Holmes & Jobling 1996).
03399905 LmgoamyMo 3930 3gmeg dmsgamo badsba —
M0 539680b 3ngf gBmdsbgmol ngb@ongoiodgds (Anthony
et al. 1994), G5 bnzoomyo 3mgdggdol m@ogb@ozosl

1 3905 — (moo. bodmommm, Fmnbodysmy). godmoygbgds yggmogmob smbsbndbogowm,
Gabo gogmoms(s bogds GmBgmody §8gmgds. msbs8gemmzgg babdmaomgdada goasl
3m896035(300b badgomgdgdl Hbmwydgb.

2 336930L 3mE0bmbEomGn gos(393 — YRG0 MxMgedg 39698 037mM0 Bobamal
23005(3930.

3 6g030gb@o — 308mgdo. xMgeo, GmIgmdsz bbgs MxrMgoowsb dobomgol sbsemoa,
206bbgo39d9mo 396980 doogm.

4 Jbgbmdom@ogo — dm(398mo YRG0 56 MMas60DIabomgal wsbm Joday@a bog-
m0gMgds.
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356badegMmagl (Rummel 1991, mag0 3). JsGoma(z, 3mboggaszns
> (30maomo@ LagnMmgdl 9o dogddgfnnl dogf dgmeal,
MmamE(z dgboggMo Mg(303096@0b (b3oMa ndagg Lobgmdal
BoMdmdoaqbmal), ngb@ngn30Mgdsl; bbgsbsoMowm 496980l
3o(33m@ 396 @o0bygos.

Mo@mBdos 360d369mm3zo60 06g3MEMBo(300L 3o(33emse? Logdg
abos, ®M3 0bxgmEmBs(300L, MmamE (3 30bssMmbL, sboboomgdl
3mdggmgdob @gbrgbes. gb gomome 303t Egmysgmo,
LEYEosE d1bgdMogo ImmmEnbos Msbsdgmmay 5sdnsb-
0bomgab. smdoom, 530@m3s(3 9M0l, M3 53 3obmbbdmMTogMgdsl
5908007 Bo0dg h3960m30L (56mdoemo gm@Ism&n Ladysbog-
e 5mBgMs o6 og3b. 8gmeg 8bMog, dnbssbol dmdggmagdols
3md501mMds 0dabow @awns, HMA gb sMbdmdals 3obmbaw oy
569, bgbow 3506(3 Nbws Asnmgzsmmb. Bomdmgawanbma 3m3-
e300 dsg@genabs, Gm3gmaz 0bmemomgdyem bogmzgdo
(36m3OHMBL s Mmool 496950 IGo(30900b gomgdg dMsgem-
0969, 0bg H™3 4969330 RobgMoemn nbgm@s(300 56 0(33mado.
o 03 HgbyALadl (bogzgdl), Gamss dad@gMos s@lgdmdl,
31080350 3933b9dm, gb MgmEammo 3omamgds dgodmagds
ababEEmE asafMdgmab. dogmed bLobsdwgaemg Lbgsgzsmna:
gba@bgdo Rzgnmgdfog oMss 39wdngn s dmbsmmobgmoas
domo 33mbMgs, 03539 65d@gfMngdol dogH o3 MgbyMLgdals
3mbdocgdal aodm. ds4@gcngdals gb d3m3mmsgns 530l dgbeb-
9% 396 3908 YmdL (3abo 0bgmEMBa(308 (33 gm0d) S Semdoc
3om0 sbgmn 5Mbgdmds bsdmemme Es8ms3MEgds LdmMgdow!
390057(39300, 03,0890, B3 HmEgbdg gb bdmGgdo ndagy
9byELoom dns® M gdn 3mbzgdnsb. o) 93 dad@gMogdol
badymggemdn bbgs, sbama MgbyMbo gohbs, dogd@gfngdo 3903
330l gbabgd dgn@ymdgb s domnsb bmyngM aofmgdmdocs 3o

1 b3mAgdo —ogMmbgm3nmo bEEnd@anms, Bmdgmacs 8396569gdab, bmgmgdal, dog@gm-
0930b 308@ogmgdal gdbabygds.
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396 0061939896, Mas6 3o 83 sbaem HgbnMLaddg sFsbsotn
0b@MEM3s (300 56 go0Abnsm (56 0(3006 oM (5 Bobo sELYdMES
303 0b, 0 OHMamE 3mabIsimb). oo Losbemggb dgndmgds
a5Rbgl sbamo 3@ gMn, Mm3gemo 3mb3mdl dsg@gfMngdals 53
3m3ma(300b 0bg, B3 dag@gMngda 33meg 39MexkggMb 3go@ym-
396 aocg3mdn dmdbeamo (33cmomgdgdol dgbobgd. o3, mgm-
Bommo 3m3mma300basb goblbbzsggdom, gozom, Gm3 Magom-
Mo 5Mbgdm dod@gfngdl sbobosmgdor dy@Go30gda, Mo(s
5dM335mRgMmM3693L Jomb g9b9@ 039 nbgm&mdsznsl s J3bals
obas(s (3060, FogMad o0b(3 3oM 339Mm smdoscmnmdasls, Mmd
300 goMgdmdn Im3bsmn (3emoemgdgdol 8ndsmo MHmIgmody

39G0Mgdmo 3960 5©9335& M0 58mAbrgds: 35306 53 3960b
3080 9dmadlb 3o gbmds gdmgzem s gb 4960 3 330Mgds
3m(393 3m3mma305d0. 549006 30 Asbl bmgosmn®a 43930L
36093b9emmda(3: godmznmgdol gobosmgds s s80m 3m3¢)-
m3(300b 35@MRgbol dobbgdals 333900 gondxmdgbgds sbama
9bmELgdal Fmbamadal Nbatobs @s zbm sbGndom@n3gdol
30dsMm g53dmgmdols dgdgboom (bgdmom).

35dsbo@sdy, bmnomy@ads 39398 Mbws oshdsGmmb
930300, M130a56 shomgdl Labomggdemm 3@ s30900b
3536 (39mg0sL. 98539 @AM, @oRdsmgdmma ggmmyzns Jdbol
0bgm® 353000 go(33m0b sbaem JgdsbobIgdbs s Lodyemagdgdl
abg, O™, Bmam@z RsBL, gb ™Mo 3Gm3gbo — ggmea 300 ©
bezoomMo 43939 — 9gM033bgmb odmogmgdl gwsdnbadby
LogmEbemob dogmo obEmEanlb go63sgmmmdsado: 53sL ggm-
m1(309Dg ©5330603905(3 335R39698L. doMorma(s, g9b900L
3mM0dmMbEomm@o Jodm(33ems s@Mgmmo, oG o0gz0 bozm(zb-
mob gmM3gdol (3Mm goom@gdab) ggmmey (30090 o Mmenl
05353m3L (Woese 2004). gb Gmemo g93960om@o axrMgogdob
BomImdmdabs s domndo JMm3mbmdgdom a96gd0b gows(3930b
3999609380l aohgbal d93aa, Jotmamoas, babEwgds, 35063
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ob ®9M 3owys 8603369mm3za60s 9B RME0SE g9 3o6n-
m@gddo (Keeling & Palmer 2008) o sbg3g @o@ab@nmgdamos
3(30656M7gqdbs (Richardson & Palmer 2007) o (3bmggmgdday
(Hotopp 2011). 00993, o8 ¢13560b369m0 gm&dgdabogols o3
39996080l Bmma gon@ 33939mos (Gilbert et al. 2010).

J6Em3mbmBgdab 693m830bs300! @ bgbmdMaga asdGegmyg-
3o, (3b0@0s, 3330590 3@ (3098000 aaFMM3zN SbomO
Labamagdemm dobssmbob go(33mse-a936(39mgdol Yx3™m gi394-
G abss, 30bbsgnmmgdom guzecom@gdal oo g96mdg-
dobomgal, sbg HmA3, bLigbmdMago asdMsogmgds godoGmbgdamm
damdofgmdsl 030390L 3(396069930bs s (3bmzgmadals
93m4) 30030 (bbgoms dmmab, bigbmdmagn god@msgmagdoo
3969803960 06gmM3s(300b (33em0b 3603369mmm3690s 94b-
39M039b@ o sbmobob ©sd B o3, MHmzs gfma bmgmb
Lobgmbdaab Rggmmgdngo bigbmdMogn ged@segmadom dormy-
&m0 dmddmaagemmds dgosmgl 83039 Labgmdab xbdgbm, 9.6.
356m9bma 969 DNM0? 408Mog3mmadom Jomgdnm Jmsdmdogermdsls
(Lumley et al. 2015). 53 dgs69dsd shggbs, MHm3 3oMomgbmagb-
9B9M0 3M3S(300 33(30g800 0MEISE 0)3gEM®S, J0MY
LJgbmdMngo abom godMsogmgdemn, oAb o350 Ydgbaba-
3o gb 3960L3bgma YRG™ Fpacswa aym).

bLmosmy@o 43930L 3093 PBROM Moym BmOIGoL
8003b9L (36m39mgd3s: Jomo 3m3Ms(30980 MEbndLgds
LbmMgw J3930m, 9335 396930 Fog0zMow dnbssmbiol gowa-

1 6g3m3d0bacsns — bgbmdMagn godMogmgdol 3bosdgbdmea 3Gm(3gba, Hmss JG&MBm-
bmB8gdd0 ©63-0b Koggo Hedrgbady sanmbg obmahgds s Botdm86ama gMogdgb@gdo
bbgs JOEMBmbmBab sbgmbogg BMHoa876@ 93Dy 0(33mgds.

2 3560gbmagbgbo — InodmBagmmdab domgds asnboymengmadgmo 339 sbaxMg-
©930@56. sbsbosMgdL BgbLbabLEsa (3bmggmgdol bbgomabbgs Lobgmdsl, oxdss
bgEbgdmnabgdda(s 33b3mgds. bLagH@ed8mEabm mo@gMHo@nMmada doMmgbmagbybo
bggbem ge8@magmadam nmgmgds, Gowash 3536 gdal dmbobormgmdal asmgdy brgds.
gz badgmms o Hbymgbmgsb moBgMme@n®sdo Jo 3oGmgbmagbyba bgbmdmago
359653 gdab m030bgdnH BmMIow mgmygds, Hoash gddGHambo 33963 RMg0w©E,
56y Labggbm YROJEOEE goomsMogds.
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Lo39950 99339 398m0ygbgds Lbgs GabognEa (Bsgsmoms,
bImgobo 56 30bYsmN@-7(393000 ©gdMbLEMS(305) @S Jodo-
M60 (BgPmBmbgdal) Lodmemgdgda. 53 30Ms@ ao8mba@mm
beg0om® 439390 3bgsego bmgosmy@ 36g9Mgddo (Hamilton
1964; Wilson 1971; Wilson & Hélldobler 2005), bgbgdmosb
(36m39mgddo (00639396 1990) s, Mo mJds by, bmznsm-
D60 §(3939 90l 8@830560b ggmey300b B58Y3560 Bod@™E0
(093%5dg 2013). 053 33006950 GFswa300m, bogmbemab
abE™M00b dommmanm@o babommo o JonogMmeagds: ssdnsbms
LodmasmMgdol, Gmamd s bogmsbemolb dm3g3ymo gm@mdals
abBMMOdl, 1339 M damemmaqdo, 5Mddge bmosmyMo ©s
335b0@ommmo ofMggdal bomdmdsmggbmgdo LBsgmmdgb.
o3 (39, 0193 bogombl 06@gMwab303mabyHew gobgobomagm,
3590b 53 BMowa(300b goamMdgmgdobs s byzg@ommdol dgb-
s6hmbgdolb 8Msbsnmo bogmdzgmn o sMbydmdL: Hmam(3
365bgm, bmzosmydo J39300 ohJoMgdamo ggmme 300
LogmEbmol bgdobdag® gmmdal sboboomgdl s s@sdnsbms
LabmasEmgds 56 Yo Imzgbyzn@mm 3 bogMmm 3mbEgdLEL.
(36M39mms 3m3Mma3098d0 bmznsmyMa J3930L msbromes-
bmdoom gommymgdsdy 33063905 56 35MEBM 50530560b
Bo3mdmdab sbbbobamgabss 860d369mmgsoba (Smuts et al. 1987;
093%0dg 2013). 3306Mdm, 0bgm@ds(300b @adggmgdol 6gbo
(Bgdmo) Mgmg39b@mEns 565 BoMm@m dad@gmngdabs s bbgs
mMa560b3g00bomgol 9sdnsbms 0bnznwgdalb Romgmoom,
06039 Rzqb0 bLabmgsmgdabmgabs(s. mas bodmasmgdsda
0bggmMdo(300b go(33mo @ gobobmgds assmgamgdymos ©
53 LobdmMaoEMydgdl bozmada sbobnsmgdor gmmogbgdo s
Bgbbymdamgdol 333900 s Mo0gsmMo (33emnmgdgdo
(Popper 2012), 3530b, Gim(35 @aby@aymo, BHawoz0gdol 36o-

1 ggBmdmbgdo — mMasb0b3gdal BogM asdmymegama sdmmaown JodayGo boghmgda,
Hm8mgdocms(s 0bobo YHM0gHPMSY6 — 3o@sb39396 Logbomgdl.
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3o&dg 0395ma Lodmasmgdgdol dgwo bAoMaw MHmEMLAL
3mmmbol dg@ogmmal 0dbsbymgdl.

1339 99330dmmns 83533600, 3oMamoal Loboom Bonb(y,
3 beyz0oemMo (3939 560l ©gsd0bsdg oMbgdgmo (3m(3b-
30 mMasbnd3gd0b 6gdabdogHo 3m3maznol Mbogg@baem-
D60, 3569ymaxzgmo babomo. Igmeg 360z, 93 3m3ma3090L
absbnomgdo bmznsmyGo J3930L 3g@om dMsgomegMmagsbo
3 aobbbgaggdnmo gm@m3gdo s Ladyomgdgda, Moz d3-
0booga bonbGgMgbm by 3ombos s 33063980bs s Jgbbagea-
Lomgob. Lobsd bmzosmyMo d(3930L dofoma Ladyemgdgdl
5 350 dmEnb gobbbzeggdgdl gobzabomsgmgm, dggoxedmo
0¥y Bmgm® 339b30b bmgosmyMo J3939 @ Mo 60dbgdo og3Lb
3sb. oy 30303gmE9dm, Rzgbczol bmznsma@o 43935 oGab
0bgmM3ds(3000L dndoMorgmo ao(33ems MM 5396@)b ©by) nbngowol
Il (dgdmo s sbgzg meg0 3) @s dsb, Bmame(g 3Gm3gLL,
d98009a0 6096580 sbobosmgdl: (1) mogmsednfggmae nbwo-
30009035 bd 3mobabmb §H™dsbgomol nabGognzotgds,
005 g3b0babmzmmb dg@ymdabgdol sMgbadn; (2) nbgm-
35(300b ao33ems BoM3momagbl dobssmbol go3gmol s o6
5g3L 360d369mmds Logbomgdal Bobo N o6 Jodon® dmbgdsl;
(3) B0bosmbob ao(33emalb 8magdalb asdmz@amgdol gobosmgds
03653 NRmgd0sbn 06030009800 dgdmbggzedn, 56 3dsbgdals
dgbergemgds bndmEnbomgdmmon nbpngowgdol d93mbzgzsda
— mM039R IO 068335300 606 gdobadgdM 3M(39mm©gds,
b3 3m3yggds dotmzabomzgal sdsbobnomgdgman o4 gdo; (4)
Mmamez bgbo, bmzosmgo 43939 3emnbmgds gfma babgmdal
Bomdm3aaqbgem 0bng0gdL dm@ab. od(3s, 9b dmenm baodsba
0b 3 BoYM0s s 30 gLy donMo: bmgosmao d(3939
5 0bgMEB(3000L go(33ems obEdggd0s bbgsabbgs babgmdol
m3560bdgL dmEnbo(s. dogsmoma, dsg@&gfngdl dgmdmo-
507 M33056m0 g960 BsbgMamb 3(396560b g3gbgal NxMgddo
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(Lessl & Lanka 1994). 50580560 0bg3m@3da(300b ¢)(33mal oo
dbmmme bbgs 5©sdnsbgdl, sMsdg (3bm3z9mgdl, 4obbs jymmg-
doo daban@ (36m3z9mgdL — gb Bggbo godmzmamagdoms(s 30(3-
000, 93MMa09IMH0 035mbsdMHobom, Jaboy (3bmggmgdmab
MO0gOHNMES 350 33999mo boddombyMa, sbe m@mIbEngso
Lobamagdmms — bLoddomba 3o ggmmmannGo YA HomMdab
96 m-gfmo dofoman babgs (Thompson 2005) s > 50mgdmao
16 dga(30309L 3oMEGBomMal 00gb@nR03d(305Ls s Job-
036 0bgm@s(300b (568 39698 0360b) go33emab. 59 360d364-
mmds 5g3L smdam 0dsb, HmI Loddombo sl gmggzmeny300L

36mE @0, b Mmoo bobgmds Jgnmmgdamon gomsMwg-
35 s ggmey300L 3obmbgdo 3M(39m@gds 53 MmE Labgmdsdy

M MMM (3 (396039 50 gdnmdyg, Msdgm MMnggdy gMma,
a3 domosb Lob@gdadg, MmIgmoacz Loddomdymo 3og-
doGomss 3g36<ema (Thompson 2005). b @s3s@gd0c dommomgdl
bmgosmamo 43930b bngg@bamy 360d369mmdabg gzmenyy-
300bomgals. 3306 35635689d0lL Loboom @ogmdsdgdm, Gm3
393300 50 Jbmemm Loddombal, sMsdge bogMome
93MEMa09E0 NM00gHnMdgdals, oo dmEal 3@ o(398mm-
d0bogaba(z oMol ©adsbobnsmgdgmo. 5dols Jofan dogsmaomns
9-6. g3mm 309960 godsmgdamo dgnsfsemgds (evolutionary arms
race): 3930 Renodmbabl sbsbnomgdl LbMogn boMdormal xbsmo;
3omdy baammds dgndmoas 3093 YBO™ LEMsRsw IMMdgboem
3893909l ©s, sbgm dgdmbzggzeda hmadmbbal gosmhgbs
Ngcm LbMogo LoMdamal MbsMdy brgds ©sdm ngdemo
3 3003MAg35(3 9dgo 0dbgds dndstormo. YRdm LEGsxgo
3bbggM3mab aofgbs 30 ¢339 3&o(390m0bash dmambmgl 3003
DBOH™ LEsMB0 LoMdamoab bafnb gobgomamgdsl s s3g35Mow,
3&o(3909m0 s 3bbggM3mn 93398056 3mggmeE30m® (303eman,
mdgmba(s 3nggsgoMor domasb LbMagy 3o (39d9em-3bbzgMm3emal
Bygnmedg, Mmammo(3es 3935M@0 s sbGnmmas (Vermeij 1992).
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5.

Logmbmob Lodo gmMdo

Bobo ;039830 gobbm30gmagdam bggmmmdgddy oyfco-
bmdom, brgds Lambmab byye 3306y Mo gm&mdal nwgb-
&0gaocgde: gb 00gb@nx035(300 ©eIM 30gdamoas 0dsdy,
Bmame boM309mEgds (3mEbam s@bgdgddo bmnsmaia
33939, 9647 abgm@ds (300l goo(3995 @ go(33mms. gb Bm@Igdas:
39898930960 (339656990 o JoLmsb sbrmb Jpamdn Lob-
9m3330), MmEgbsz 06gmMIs(300b go3gms dofMomssw 39b-
9%0b Ladmemgdom b gds, s (3bmggmycn, HmEgbs nbgme-
3s(300b go(33m530 0b0300530L 3M3Nba o300 ngyeabbdgds.
0g39 358mmgdnmos 3n3mmgbs, Bmdgmocz bLBaL 339656990l
5 (3bmggmadal Lobgmdgdal Mommgbmdgdal asblbbgoggdsls:
b gsdnbady (36m3z9madab bobgmdgdol Momogbmds 3-4-
RO 901935930 3(3960619930L5b. 53 J03magbab Jabgogaom, gbs
3obbb30398s @sdm3nEgdamns 08Dy, 0y Medrgbow LEMsgsw
3 50793358Md© bmgds (3m(3bsem mEMasbnd3gddn nbgymm-
353000 go(33m5/35005(3985 5 Bgog0Mgds 53 0bgrgmMEds(300by.
530 (3bmzgmagdl, 39690l goMms, nbggm@mads(znals docmgds/
35005(39300 Lbgs Lodyemgdgdo(z 9430, Jsmn MgognMgds YBO™
LEMog309, gowMyg 339606 g9d0bs s 8d0@m3, (3bmggmgddo
MBOH™ o bobgmdMag 3Mogemagimgbgdsl 3bgmgdoo.
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dammmans, Mmam g gehmasbo afga, byzdome g300b,
XVII-XIX Loy 369930b 80gbody gohbos, Gm3s 0d gd3mdab
03096089 653y35635 3g(3609613s, 3001 Ml 3o mnbgd,
Lodg(3bogmm dadmd(393530 dgdmo@sbs GgfMdnbo ,dommm-
305%; 8963063 8obo my3960gmo 3603369mmds dgndnbs
amGBM0E Mgobdmme GMmgzoMsbabolb dogd guMbosdgb-
&0, 943b0 §mobasb dgdastn bogbol ,dommmans, 564
3M@Ebamo 31bgdal gommbmazns® godmdzgybgdol dgdwmga
1802-1822 bmgddn (Coleman 1971; Richards 2002). 3565300
39, oMobBm@gmagbs ©s 0gmeyMmab@gbasb dmymmgdamo,
LomEbemob 39653603 3m@Igdl LEsgzmmdos Mo, ghmds-
6900156 563019 FFnEMHME ©s3o3d0Mgdmo sMan: bm@sbogs
LBs3mMmMdEs 839606790l s Dmmmmagons —(3bmggmgdL. 53
M0 M3l ssbmmgds dgbsdmgdgmo gabos jotMm mabgl
30gc LogFHomm 3M0b (30353 bg oRMdbgdmmoa &ogdbmbmdanmal
LobBgdab dgdmemgdao (Koerner 2009). 393w9a 30 Bodomemgo-
abs, domgodonl, bymgd00b, 80 3Mmdamemaonl gsbgomsemgdsd
©o3bodms, MM, Bobogobs s Jodoob mzsmmsbgogom,
3(306569960(3 @ (3bM39mgda(z gHMbsnFs® (3m(3bama sEbg-
390 56056, o3 bogdggmo Asgysms mabsdgommgg dom-
mmaonsl (Coleman 1971; Carroll 2007). @s 35063, domenmgoaals
dmBobogoe s Dmmmmansm obsbgzmads pmgbsz mgom-
Boomngns s, Mmameg bgbo, gb sabsbgds obgo dmaswda-
mEma0 ©M395bg(3 30, MmamMozss 39698039, ggmmm-
305, obommmans s domdodns. oMoy, domemagdo
bdoMow sDLEgd9b, 01y ML LBagmmdgb abobo: 339656 99dL
09 (3bmggmgdl. Igbodedobsw, s6bgdmdl memagdo (39600 -
»d gobomemans®, ,3(3960Mgms ggmemmans®, ,3(3960Mgms
39Mafo300“ 5 8.3. (9m0s3s 9@ oe. 2006). 8339060 bbgamds
3(39b0Mgms o (3bmzggmms dmGal bydogd&® s ddsda(s

1 ogdbembmBos - 8336096930 mMas60Bdgdal Jmobogogognal dgbobgd.
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Robl: 353339380 oo 3(396069980b (3mzbam sMbgdgdow
5 d8ds s 3dmdmgdl Lsgdom domabbdgzs Ybogdom, HmI
0535%,9690mo© 59)bLbOL 35§ oMgdL, oy Mo@mdos 339656
(3™ Ebomo — ol bybogogh, 0dMgds, 33gds. gb Lbgomds gbgd-
do(z goo sbabyyema. Bogsmomsw, dggmdstommda ,3bmggmo®
6036ogL ,3mbomb® (bgg@nEbmggmo). memabymMa bodyzs
»06085" (byyemn) o306 9 39330Mwgds Lo yzs ,o603smn®-b,
53 3bm39mb 6036s3L. LmBbyMow ,ao(3mbrmgds” Bom-
dmomn 3ol Gmam (3 3960 396@obsdl’356, bmmm (sbmggma
360b 39600060; 5@3mbogmgm-sboy® 969330, Mmammozos
d9basmMo, 30bon o bbg., bo@ygs prani bodbsgb gomzb-
mgdaba(s d (36mggmbacz. d9Mdbyma ,a5(3mM(3bmgds” sl
3bsdmmambey, beaemm Dy — ,3bmggma”. bragnm 9693do,
dsgamoms hgbyy@do, 0zZivit 50bndbogl ,ao(3m(3bemgdsl®,
by zivocich — ,3mbomb®. mg@&m-mo@ 3 969ddo, dog-
SEOMdE M3 304MA0n, atdzivinat 5ol ,a5(3m3bmgds”, bonmm
dzivnieka — ,,(36mggemo®.

Mmgm@z dommmaool Labgmmm 39MLbosb gogom, mMo
y39madg mz5mbohabm 603560, Hmmgdoms(s 3396969 g56-
06Bg30 (36mzg9mabash, sGol dmdGomds s sn@m@mmanst.
G030 (39606 d08ogMgdnmos 3qbznm 30bsbdy (Bnowag dy)
5 md30bom 0bBMEYds — ab Lo 3390L Mgocmmb ,03bswydL®
3omMA 25610 6030096 gd9d0bogsb BmEmbobomgbal? 3m-
(39L30, 3Bob gbgMaonl asdmygbgdom. GodyMa (3bmggmo 3o
dmdGomdl o bo3ggdsm 339606 gmmoa s (3bmzgmyGo dom-
3sbs bgnMgds (398 gHm@Hma0s?). bogmsbemob ab@mGos-
do 38 mMo 60dbob dobgzom (3mbomo sGLgdgdal ogmegs

1 s9@m@OHMR0s — somMgsbnmawsb masbmmo bogmnggdgdal bobogbomgdal |bstin.

2 gm@mbobogbo — bobdammygsbanbogsb, Bymabs s 80bgsmua bogmaghgdaboasb
M@ a069mo bogmngFgdgdobs ©s gobadamal BamBmgds 8(396569930b 8ogH 3Bab bbagao
9696a00b 358mygbgdao.

3 39@gPm@mmB0s -33900bsmgal s masbamon bogomngMgdgdal godmygbgds.
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06ygds 335N %M 90560 MEMgs6nd3gd0msb: oMoy R Mgonsb
MOa560bIgdL o6 sbsbosmgdom ,808536Mgdemo” (3bmamgds.
bmg Jomngsbl dgydmos MHmamE(z 398 gMmGMmmymemo, aby
SMGMEOMPY 0 33900 5 535Lmdb gEme, ImdEMomda(s,
obogobss 04965096 dmm@gdbs s (3MBgbgdL (nbmgymes-
39ms8gd0, Kamykowski 1995). Gmam@s Robl, gzmemeyz00b
36m39L30, 3GogomN R0 MMas60DIgdL (3bmzgFmgdals
sbgoo dgMgemn boMoom s@bgdmds seom dggdemmo s dmyb-
30 ,0MRg3560L" go39mgds mE Jgbadmgdmmmdsl dmEab.
3396069980 ,omma® aDao Bagnbab: gbss 3sboyMaw Bomgds
03 Ggby@abadobs, HmImgda(z sz0me 3madmggds momddab
Y39ma56: gbss 3bal Lobsmmg, babdommMgsbgo 3ogMmdn s
booag0wsb Bysmo s 3nbgMammdo bogmagMgdgda. obyy, 53
AabmELASL o LgoMmgds dgdbs ob oggs. badsgagmme, gb
Aabm@bgdo gbgMgnnm mamndas @s 339656990 o6 dmdMam-
396 LEmE g 530l godm — oo BmIab MEas60D35d0l dmd-
omdab gbgMans bdnFogds s BmEMLobmgbom Bomgdemoa
9696305 3Gss Lagdemabo sbgmoa (36mzgEdal baoMobomgab.
doMoma(3, §03Mn 3396567 3bab gbgManals bmmme 0.5%-b
09(393L mBgsbym bogmogmgdgdow (Hall & Rao 1999). ngogg
36mdmgds §9dbmmmgnsda(z 0hgbb moglh — 3bob ds@ofggdal
domg0 Jdgmgds mEMLObogbmsb dgsmgdoo as0mgdoo
domamos (15-20%), dog @3, 3o0b(3, 3bob gbgGansabg dmdadagy
BFBLIMAG0 XgPRIOMI00 oG (3 93MbmBnyFo s M3
8946039650 96ds goMgabo godmbaygbgdmo; 3Mmdmgds
0bos, Hm3 3bob gbgMans 308568 m0s” s dmdMomdabsmgal
Logdamnbo gbgMgnnl dobomgds oo bgosdnmos bodn-
ém (Pimentel et al. 1994). Lsdogogme, d(396060l domdsbs
339 bagdsGabo Mommgbmdaoc 3gn(303L ,3mb(396@&MnMgdmm®
9696a00b, sbg, B™I, domobobdgsdgma (sbmggmo Lo 3dsals
96961300L 0mgdlb, Homs sd@&oFoe ndmdMaml, gdgdmb s

51



dmodmamb Lo3g3gdo goMmgabn I(39606ggda. dmdGomds dom
@™ IM3agdnsbos ImdMsgo mMasboddgdobomzgal, Moy
MBO™ 390 963393096 0b0bo gocgdmadn — (36mdg6 bszgzgdl,
08 ymdgb 3@Mal Imsobenmgdsl, 3myymmdgb megdgbogsml
o bbs. b 30 oy 49300 3@ 90L amolbdmdl, Hm3-
mgda(3 dgbadadnbow ndsmmgds aMdbmdol mMasbmgdom s
53 mMa56mM7d0sb domgdamo boabsmgdol absdndsggdgmao
(396@M0m — (396G Mo bgMgmo babGgdoom.

3548 960930L (s bogMome, gMomRMgoosbgdol, dom
dmmob goy3o6om@gdols, dsgomoma, Jomsdsbsl, Romgmom)
3mboaszos! 0cgmgds bjgbmdmogo asdMmagmgdal 3GmEm-
gmMdo (Markov 2014). 53539 @Hmb, gbss bmgosmyo J3930L
Y39madg sMgmmo 9356 039b0 b9y 3MMEGMAMEds (dgdmm).
3535b5sdg, dod&gM0gd0l 3mboyaszns bws Rsnmgsmml
365 dbmmm@ Lmznsm@o J3930L 3EMEBMEMEMPo, 5Mo3g©
Lnzoommo J3930L 3mbzMgdymoa &odalb — bjgbmdMagn
4930L (Wickler 1972) — 3Gm@magmdows(s. 3396065930l
Legnom®o J(3939(3 39ME0300 s 396930L ad(33modgs
oxndbgdmma. 530bgsb gsobbbzozgdom, ImdMomdal ¢bsa
dmombmglb Gogm 439350, Mo bmosmydo Jig30b, by
0bg3m@35(300b 3o(330L Sbaemo s LEMsgn 3gdsb0DIgdal 3o6-
30005Mg80b badMomgdsl ndmggs. 53 dgbadmgdmmdal gohgbsl
(35m39mgdds 3bmbal sbomo gsdmambgdom: bgoGmbyma
B ggdon?, Gm8mgda(z 398am8, ggmeny300b 36m39L30,
bgocmbym Jbgmadow s, badmmmm, Gg0bsw Rsdmysmados
(Jekely 2011). 535l dm3ygs (sbmggmms J3930b gotommgds.

1 3mbongozns — dsd@gngdda gmbomaszos 603653L 3969@03mM0 dobomal aswarsgdol
900 NREI0ESE 8gmEmgdg 30MEs3nM0 3MbE @ 0o 96 boabdsgzsmo 3ogd0Mal
399mygbgdooc.

2 Bgoembymo Bhgwo — bg@gmmo NxcHgogdob (6gohmbgdal) Bogé dgddboma bgGwd-

GaFs, GmBgmba(z dgdmos 06gm@E8s(300b ©o3doz93s © goms(398s gemgd@Hamo
©o Jo8ogMo bogbamgdob 3g339mdao.
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mgm@ s Bobl, 53 Hogymds ,,(3bmggm@Bs” (39399 @ash-
oo g3mmey300L 9330 s Bom YROM shdoMgdos dob, M3
QPO OOYrEIdnEs J393° 08939 93mmgEeeb 3OmEg-
do; gb 0doabs(y AsblL, MM3 gEsdnbaby, 2011 benabsmgal,
39@9mmanbgdemo nym domombdg 3g@on (3bmggmal bob-
9mMs (953 smasbo bdgmagmobs s 171 smsbo drgals), 3530b,
Ao 3396560l Lobgmdgda mmbggd bogmados (214 smsbo
b3gmgmol s 9 smsboedeyg drgol, Mora 2011). babgmdgdals
9dLEO3MmmaMmgdamn Gazbzgde 3o PBO™M JMbEGHSL-
Gymos: 10 domombodwyg (sbmggmol babgmds (8 dnemambsadcoy
b3gmgmobs s 2 omombbg 3980 Drmgal) s 46-%96 65 3emgdo
(1) 3(396960b Lobgmdgdo (298 scsbn bAgmgmabs s 17 sorslbsd-
g dmgob, Mora 2011). gb Gosbggdo mh3z969096, H™I Lobgm-
3o BaMImdmds doMmma(3 893Mo@ RMHm LEMsgs© brpgds
(36m39mgd3n, 30Mg 3(39656998dn. 530l B0dgba, Mmam(3
Bgdmm gogsmaygm, 1bs 0gmb ggmeng 300l 3G0bz03mmo
a56bbgag98ma 894560B39d0. 3(39656998dn BoFmngals domogam
3967 (300b 0bgg a9bgd0 b gdgb, AMBgmms bgmmds(so-
M0 §9390M3(3 S M3gMG0mmMdy(3 d936Mo Rodmugam-
©7ds bgoMmbymo BMggdal dgbadmgdmmdgdl — gomgdmb
dommgabomgol LogoGm dobssmbo (3bmz9mgddo aMmgogds

bgommbym 6Mgwgddn. bmgosmy®o 39353 bym gadm s
MRBO™ b 3mgdoe edmngdymon bpgds 3965ddg, Mowasb
ob by 9RO™ ©s YRO™ JgGowr baModsMmgds bgoMmbyma
bF 993000 (0993(35 bgo@mbaymo BMgwgdolb dgbsdmgdmmdgda
3006(3 3969000 g5b0badmgmgds — 535bg J3gdmm). ggmeny30-
ob gb 008586 9bs“ FmagMmmgds s@sdnsbms babmgswmgdal
Rodmysmndgdoom, Mmdmol gmMdomMgdol domsgato gemgdgb@o
LEmAgE Lmzoomy@o Ji39399 (0030 3).

04 33069 DL YsS bLogomm: 54sdg 38brgmmdoom
»&0396 " (3bm39mgdLs s 3(3965Mg9dDdy. ogMed sMbgdmdgb
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bbgs mMas60bIgda(s, H™Imgda(s »&03nGa* (396065980300
0d(393056: domn ImdMogn gmmds ool dbmmme 3Mm3s-
ammgdol (L3mEgdo bm3mgddn, s33060@ 352 IRmMBoMy
(36m39mgddn, HmamMa(zss JoMxbal 3mmodgdo — gb nbgm-
35305 dommmaool Lobgmmm Labgmddmazsabgmmagddas).
Lmgmgdobs s IgmBatyg (3bmggmadol 43939 oM G0g0s 0d
SBM0m, H™3 bmznsmy@o J(3935 9697 06g3m@3s(300b BndoM-
oo gd(33ms 350dn dbmmme agbgdom brgds. 5d0@ma3
33960600l og036500 dx%MdgdL dmdom godmgzaygbma Lo ygs
»39898°30M0". g5dmdobsmyg bgdmmdmnsb, bws
0530b33600, B3 Logmbemgl by 3MEs, Mo, gMm3sby-
@0bogob Loaggndgzmnsbo gobbbgegqgdymo gm@mds sd3b: g9a-
9&°309M0 @ 3bmggegMo. 30g3 gm0 oMy @obYLGI-
d5: 356bos 3o gdamo 3Msgsmygmmgbgdoo godmamhggznsb
3bgMgdo: 9JbEMs3mmamgdom dggsbgdama sbmggmms bab-
9md9d0b Mo3bgob (8 omombal) oo baboema — 5-6 doemomba
300b(3 — 869693bg dmeab (Stork et al. 2015). 3bgqdL 3mgemy
LobomEbmm (303mo sbsbosmgdl, Mo3 Jomdo gq9bg@ngncio
06g3mEdo300L LEMogs@ gobobmgdal bymdl bgmb ws,
Bmam@ g Robl, Imdmomdobs s Morymo d3930L ©bsMmsb
9600, babogmEbmm (303mgdab gb 8smamo bobdnfgs 0bos
30b53060mdgdgl bobgmdosms @A™ LEMogy Bommamdsl
369693bs o 3bgszb MmMasbnbdgdda.

3583 9M0 3300359L oMo(3mzbamo sMbgdmdol mdg-
3%g = gb dgadmgds agmb JodanEn gemgdgb@gdabs s doma

1 36Gm3sgnmgdo — domemgano oboms, Gmdmomss measbabdgdo 36 (39m@gdosb
LogM (3990 — Bogomoma, 8(39656ggd0b mgbemgda, bmgmgdal bL3mMgdo, Dmangmmo
3bmggmob (30b@gdo.

2 5330635 — dxmdstg botal mMasbabIgdal BngM as3M(39mgdal Babbom 330Mh@ gl
Bo68md36s; 3306930 3(306960(3bmz560 MRGIgd0Lasb Bgdmasta 8306y DmIob
LEONIGNHd0s, BmMmgdas RS MMas60BL bz0mEds s PYBMogMgbaw Bymal
809 300050806985 5a0m0©s6 sEa0mby.
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bogcomgdal, sbggg domn sg@gas@ymn dgmdatgmdgdals
(33, gobmgabn, mbggewn, 3gsmn), 3gmals oy dobols, Gom-
mobs oy bbgymab Laboom sGLgdmdalb dnbgmzom, eymes.
303633 gb 9339 390s h3g60 bogbolb sOLL s 530@m3 53
Logombgdl o6 aobgabormsgom.
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6.

LenGoommMo gooMhgso VS
LJgbmdMo30 gomoMmAg3o

9L o030 0Bygds oMz0b0l 3MMIgdal 3G0&03mmo Bs3omb-
3000. bggmmds dool ol 33653y, Mm3 oMm3z060l d0d-
©93M908> bogeros gboggdmme ©97339rdeMgb @o6-
3060Lgma LgbmdMago goambggs dbgdfog aowambggal,
85906, HmEgbs moz0m @oMmzgnbo bgbmdmag gomsmBggsl
30b9dc0g0 go@omhgzol Bmmasl domom asbobomogws.
XIX bogy 3mbal 06@gmad@momycio bogM39960L gobbamgs
admygo 3admmgbab Rodmysmndgdals bodymamgdsl, Gmdmals
dobgoz0ms (3 @eM3060 bgbmdMog geemBgzsda bmoomn®m
3506MRg350 gmmmabbdmdms. 3m3wg3bm by gmmdgdal dobgco-
300, bmznamo gomamBgss, 564, 3Mm3qba, Mmegbsg g
0332905 bmEosm o J393> @ 33893 28 dgaerewo J393-
ab 20688303005 06393 %96 060300080 s 33mga Labgmds-
do ggbm@03qM (306 gabmmn 60dbgdab) (33momgdgdl, séol
3™ Ebomo bdysmb ggmene 300l dofomawn 3s3mdMsggdgma.
359m3abafig 0dowsb, Hm3 Babs ma398d0 LmznsmuyMa 3939
3560bobdm3Ms, Hmam® (3 bomEbmob smEomgdgma 60dsbo,
9L 306LadEgMgds omgdymoas bmzmsbemal ggmegz0al
6930b30gM0 ao8mazmgbal 808sMm. mo30lL dmmm bsbamdon
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aobbommamas ggmea 300l 58 sbamn gobbadrzMgdal dommgd-
Memds (36m39mgd0bs s (3960699800 LodysFmgdal dodomon.

6.1

LggbmdMo30 goemMAg30L MyMMoo: POM3060 @Y
00bodgmMm3g 3bymmgdgdo

563060 (3mzbomo mMasbad3gdal ggmenyy300lb doMm-
;o 85dmdMoggdgm domgdow dbgdcng o bgbmdmng
3500MRg350L 300Rbggms. 396gdM0g s bgbmdMng aswambggsl
ob 93060b3067gd@s 500530560L 80gM BoMmBmgdme bgmmgbym
3505MRg35L, 560, Bmam (3 93 3MmM(39LL Mgl Ybmogdgb,
(36M39mgdabs s (396569930l 3gMRgzom Lgmgdgosl. XVIII-
XIX Loy 39699690 g36m30b J399698d0 dogmnsb 3m3emamgyemo
0y (36m39mgdabs s d(396069980b xndgdal godmyzebs: jemoa-
35@o (33069 a5340b356930b oLabENMMO s PoMBMBab
©oboBYaba), §3mbmBnmEa (nbnbEMammo Mggmem30s?
5 (3mEbsdg s8ysmgdmmo BomImgds®) s 3mmoa@oin&o

1 3oy ao8yabgotgds (Small Ice Age) — 0565890Gmgzg agmmmaons g@mdsbgmabagsb
2bbgoggdl o ©s 830609 308Ynb3069dsb. @awn 808ynb356gds 8ma(303L gadabal
36bgdmdob o 3gHomEgdl: 88 3mb3983(300L Bobgmgom Az96 mabLas 33bmMzHE™dM
©000 358406356 930b g3mdsda, BmBgma(s 2.6 ormomba Bemob Bab @snBym. 8306
20840b356980b MmgmEns 50BgMb B9839GHa@n@gdal 8mbs(33mgmdal gudm 8306,
39M0mE9ddo (8og. dmeam 20 Loy 36l 8o6domby Ho8rg608y 308Y0b356935/@o0mdmds
3mbs). gfm-ghmo 33069 308940bgs6gd0b obabmnma gdmbgggs XVII-XVII Loy ga-
6993b. DBmgngon 833mg3o6in 58 RacdMBsl 3033060 gdL 3930@om0bFob BoHIMImdsb.

2 0benbEmommo Ggzmemsos — (36905, Gm3gmoacs 50b036s3L asobgmsl Bocdmgdal
sbam 3Gm39LdY g3M™3s80, @esbermmgdom 1760 Bemosb 1840 Beaodog. gb (33emoemgds
8mo(353b bgmom Bo@3mgdo@sb 85675646 Bomdmgdady go@obgmosl, Jodon 86g639-
mdab BoH3MImBab, Bymobs s Jgobobdnmab gbgHanal ao8mygbgdal gomdxmdgbgdsl
©5 856406960 894560B87930b g5630m0Mgdsb.

3 (3mEbsdy ©o8Ystgdmmo Bafmdmgds — Bam3mgds, GmBgmo(z ©o8Ysfgdmmoas o6
Bobogn®o domab 408mygbgdady, oMedg, (3m©badg ©8ysMgdam 3Gm(39bgdbs s
3606(30393bg. 505805600 Labdmgsmgds ymzgmmgab 8odsGmgmo aym 3GHMBob gosc-
3000935bs ©3 B0bo gH0 3MMab 80675650 dGMBam Rsba(33mgdady, mmmbe, 833mg3-
6930 390G gbsb 58 80dMorgragdom XVII-XIX bow 306993b ¢3038069396.
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300069385 (39308 om0D30 s JMb3NEgb(308) byl MBymd-
o 53 ndoMoymgdoo aobgnmomgdsol: BgmdgMmgdo Ly
MBOM © YBRO™ 98 domobbIggzel sbdombgb dmdabeymg-
e 3(39656g9dbs @ (3bmggmgddo 08 60dsb-mgobgdgdals
35dm0gMgdsl, Hm3magdo(z 8501 3mggdal ImyEsbrs. doboymma
(3bmggmgdobs s 3396005980l %0dgdab aMagmgbmds, HmA-
mgdbss @b 30(36mdm, bbmEg 3 3gMammdns godmygsebo-
mo. 360d369mmz560s, M3 oMzgabn, magobo bogbals ,Origin of
the Species“ dgbogoemda (Darwin 1859), dbgdcngo gosmbggals
95O Mdob obadnmgdal obboo LbmMgw bymmzbama
3505MRg30L 3MM(39L0b 83 dws doMamgmb.

93me4)(300b 00659g0MmMm39 mgm@os bgbmdMng aswsmhygg-
oL d9bgdMog goamBggel 1d399mgdamgdl. msebsdgommag
39693030 goamhggal asbbadmgmgds, Mmdgma(z cmsbs-
390Mm3z9 d300b39mb yz9modg bdoMsow bgwgds, dgdmgans: gb
stab 3Mm39b0, HmImol eMHMLs(3 3gdgz0Mgmdoma dommm-
309960 60dbgd0 bgdnsb 9@ o, 56 bagmadaw bogHmm 3m3-
aema300b bz gdobosmgol, 4odm3abasmg 0d go3mgbowasb,
Gm8gmbacz gb 398 3300Mgmdomn b0dbgdn sbwgbgb gofmgdm-
Lsb 06@gMsg(300L 3Jmbg MEMs60D3gdol Mgd3Mmmeyd@ogm
Bom3o@gdodyg (Fogomoma, nb. Andersson 1994).

om0, oM30b0 BoJMHmdws, HmT ggmeny 300l 3Mm-
(39L30 bgds Labamggdmm bndbgdal 3gbsmhnbgds, s nbo-
3000005 @5 3M3Yma(300L 3obz0mMgdals bgmolbdgddemgm
603693bg Mool mgds, Fog@ed, Mo8mgbopss daMmmgdmeman
©3M30b0bgymo gosMhgzol mMo mMds g gm@mInmado
3dmzod30mm s gfMm-gfom Jomgsobl o3mJ3930gdsGrmm?

©3M30b0 db9dMago goambgzalb dgbabgd Bgmes, MHmA
(330gds 560l dbgdngn 3m3uma(30960L ;mgabgds s ymgg-
0 3m3gma300 5hgbb 035Dy g8 doodmdsgmmdsls, gnmg dob
35693l dgdmns 50@obmb. 880l dgegasw ol nbrngowgdo,
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A3 gda(s 13990 989190056 05300600 3ofgdmb, Gm3zqdgb 53
dgx066do YRcm 65358 gdnem dnsdmdsgmmdal, s o.3.,
3m3©g36m momdgddn 04693 300093 NBE™ g0 sbgon bsdngHa
5 3m3Mma(300 baMAnbrgds (Darwin 1859, osgo IV). dogmsd
563060 BogdMmds, Gm3 dbmmme d9bgdfngn gosmhggs
ot 30l bsgdamnbo. dbgdMng goamhiggel, Hmdmal @Mmmbs(s
35056MRgd056 Im (398 go6gdmb 390 dgamgdyma nbngnwy-
30 (g5 799m yzgmsdg Bomom sbMHom, Hmegbs(y 0bongool o6
dqbBg3L Mbomn godzmagogl 08 3o8mbBgg39dL, MM gdbacs
begosm®o, agmamogomo s 5.d. 306Hmdgda ¢6gLgdl ©s,
880&m3, 0g0 3ot samdgmgdl bozmsbrglb — 564, gosmhgds
ob, Mdmdgmas 9399 300l IMm3bogdymo oisbmzMmb omseg-
ob g9693mdn, ,0dGdMEMb as@smhgbobasmgab®), ,gbdsetgds®
LggbmdMngo gowambggs. assmbgzal bgbmdMogo BmMIs,
BgMms 0803060, ,58m 3000gdnm0s G sELgdmdobomgals
3 dmmody, Mg, 3536gdals 3g@mdgmdadg dgomgdals
Bemdobomgob. o3 3G dmmob dgmagan oMol oMs Baggdamal
Longgooma, sMsdge, d9d 3300060 900l I(30M 9 Mom@gbmds, b
bogMome sGembgdmds® (Darwin 1859).
3Mz0b0l mgmMools msebsdgommgg bgwmags sbgoons:

1. ymggm momdoedo Rbegds ucmm 8580 0bmngnwon,
30067 dgodmgds gosmBgl;

2. 33bm@n3qMo (33mamgds/asbbbgeggds oMbgdmadl
0bm0g009330 @s gb 3obbbgsggds 88330 gmdomas;

3. ob obngogdo, Gm3mgdbss odzo abgon 398 3300069~
mdoma 60dbgdo s sd0m 39mgba gamgdsb gomg-
3mb, goemhgdnsb;

4. HmEgbsg gomsmegds Mg3Mmeadonmon 0dmma300
(064, Bmgbas Fommme gfon 56 Jbasgbn 893 3g0Mg-
md0m0 603679d0b 3gmbg nbrngznwgdo gr 35693006 gFo-
3obgoby), yomadgds sbsma babgmds (McClean 1997);
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Ladmemme, g3me9y300b MgmEMonlb 0sbsdgomag asggods
339906905, M3 mEa560Dddn (396m3dn) (33tmamgdgdo (3nE@o-
(30900) dgdmbgggzomos, 3(3sm bgds @ 93 dgdmbggznmn
39&°(30900005b gbahnbrgds ob, Hmdmomas(s, sbgzg dgdmb-
393007, mM3560B30 390 gamgds basmbgdm gomgdmb. ,b46g-
36030 g505Mhg30 360l dM3s dgbosmyg; 363 0do@md, HmAT 56
0bggds 60b, o6 aqadegh dgogagdl, o6 o3l doDoba. d4bg-
36030 35005MRg30L (3m(3bsmo ogomomgda, megobo nbsnbom
R396Dg sbqbgb bocydmagm dmsedggwammgdsl, momgmb abobo
mb@o@o dgbosomol dogMss 3s3909dgmo, dog®sd, bLobsdco-
30emqdo, 0bobo Rzbbg sbg696 dmsedgdmamgdsl eggadgzabs
5 0bs0bol oy boom® (Dawkins 1987).

Memgméz bgdmo 5¢360369m, @aM306L gzmeay300b 3Em-
(3930 dbgdMng0 gosmhgzol Gmmesl domaw bLjgbmdMogn
a005MBg3s doshbs. bLgbmdMogn assmhggs ool 3Gm-
(39L0, ®mEgbsg 96 (1) 3gemo nboogogdo 0mkigzgb 3s3-
98, 830@m3 35367d3s brs godmahnbmb mogzn, sxmdmb
Lbgo 3o36MgdL /56 osbobzmb Ay, HmA abobo mom-
Lgmeo bLgbmdMngo 3oMEbamEgda sMnsb, 56 (2) 353 gdo
5300369896 3mMB0bssdmEyag9dL dgEMmgdmsb dgrzomgdal
@mgdol Imbadmggdmom, bmmm 3pgofgdo 3sbogyHa Ima-
mm0b9980L 3am3smgmdado 5M0sb. dgogasm, asamhggs
bogds 9xcmm bomds@gdmmoa 35300l dndstommgdoo (Darwin
1871). dgbodsdabag, amgabo godmmdos, Gm3 dybgdoago
ao5MmRg3s 5Mab ob ggmeyomo 3GmiqLot, Hm3gmoay

1 3830d6md, 3bs@ns, Bm3gmds 00ged dmabonbs gogmgbs Doadnbo gMmandy: 830ty
00330639355 bogom 030l @obobobaw, HmI BGmawab Bbaogmabamabo ss8asbms
Ladmasmgdadn bgbmdMago aosmBgzal smBgmal B(3grmdss. oMznbol Bogbo
LdgbmdMog asamBggatdy 1871 Bgmb aodma(ss, Mabs(s, 3g0dMmdo, 22 Brmal gHmondg
353960 mbs 8mgbonbs. Bombgsgem 080bs, Bm8 XX bow 3mbab 3o Brgdedog mMagg
Ym0 — 33060l gzmee300b MgmE0s o Bbogmabsmobo — PBGHM Gommbmgon®
8bggemmdaw 805Rbosm, 3oy 89(360gFHmm mgmEngdsm, @aM3z0bolb ggmma 300l mgm-
6008 dmn3mgs g830G0mmo asLENMgds 3969@030Ls s FmmggMEN® dommmansdo,
Mobo(3 396 30893000 BLogmabaoradby.
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»0330B00" 4500556Rg3L MEE™ dgamgdnm 0bonzowgdl (396
3505653056, @o0¢396056 0b0bn, HM3mgda(s 396 ombg3z96
Bo6358)9d0b bmznamaFn, agmamogommo oy gofgdmb bbgs
353mb393930L B0bs53m@ga), beaemm bgbmdMago goamhggs
560b 3m3mms300b dngbooc dndnbsmg ggmmysona 36m-

39L0, ®™Igma(s 56 5dmg3zL Lodyamgdsl godMsogmeglb byybEo

3 bo3mgdom 303mgbnsbn nboagawn.
©3M30b0L sDMom, (36mMggmms Ladysmmdn 3sdMgdals g g-

o s 3sdm@mAgnmo dgxgfommdal dodgbo Lgbmdmng
3500MRg35d0 baMds@gdal Jombggss. md(3s, xgM Jowgg 1867
Bgmb, serg3Mgo memagbds 8nbBgMs BgMomo @ecg0bl, baws(s
ob 3gbmmabmgdal 3093535 dgx3gMommdsl smbgms Hmam(s
d1690Mng0 gomsmbgzal 3Gm(39Lbdn Rodmysmndgdem oog-
©5(3300L 3g4o60%3L (Slotten 2004). sMz060l sDMom, (3bmg-
9 3Md3mabmdada 3033038 dgggHnmmds s0bbbgdmms
LdgbmdMogn bgmygdznom, 0d(3s, 53539 3M0b(3030m Iyb-
mabmgdal dgggMammdal sbbbs dgudmgdgma nym, ndrgbsc,
53gbowa(3 AYbrybmlb momMggdo o sM0sb bgbmdMagow
0d@oncgda. 1890 Bgemb goemo 3mmommbds dgdma@sbs (3693
»03mb 93080 b30" (696 db. 4md-0s6, Sho — 60dsbo), Hmdgmas
b gMb g3mem300b 3m(39L30, dmbgdMoago goomBggzals
a3bom, hodmysmndgdym aomgabym megoszgom 60dbgdl
(Poulton 1890). «ymmgbds 3mmmmbal 39360 dsgsmacmn 383353
dgxgMommdadyg, Mmamds bgbmdmoga gosmbggzol badgoo,
3503608035 5 gb Jogamamgdo dmsegigbow s3mbgds@nddncm
obbbs, gobbosgnmmgdom 3696 gdal dgdmbggzgddn (Wallace
1890), 09335 mmemgbob gb 3G0@03s 3Msd@ 0 nmow o6 dggbm
a0bg0mamgdamo Lgbmodmngo J3g30L dogomomygdl dyydyd-
Bmgmgdbs s gMmnbzgmgdda. msbsdgommag 333emg36gda
QBROM 066056 08 sDEMNLS 396, BT godm@hgmmo gogaby-
™0 60dbgd0 dgadmgds 308myqbgdama ndbgl Hmam(3 83mbg-
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do@nn, sbgzg, bigbmdMogn bgmygdzoobmgobscy (Crothers
et al. 2011). doyybgozom 0dnbs, HMA3 sM306ds 5s30s6abs
3 (36mg9mgdalb bLodmasmgdsdo bgbmdmng gosmbgzal
3Mo35mabgMmaz9Mnsbo bogbo doydm3bs, ob ;mgommbag
>MNdM s, MmA 396 bbbows jozmd&omdal ab@mManl
3503399 d93mbgggzgdL (8sa. bLBgo@m3ngosb! bmabsbob
&m3al Jomgdda). sbg3g, Godwyb0dy sMZznbabgmema sblBs
(3sg. gotoggol gmdgmoa 30bgMo, MHmamé(y bogggdal yzgog-
Lo dadogdmol ggmey30s) gl gumudMygommo gsdmo-
Y6909, 0bggg, Omam® (s @sMz0bol 0dwg3Mgdal d(3gmmds
0655300 afdgmo 30bgMn bgbmdMagn gesmbggom sgblbsoc
(Mitchell et al. 2009). bsdmmmm, g3mmey300L MobsdgMmmay
Lobgmaddmgebgmmagdda Ldgbmdmogn gowsmhgzs d4bgdcng
3505MAg35L 9393 gdomgl s bgbmdMogo goamhggs,
0bg39, Omam 3 65dngMgdol MomEgbmdsdy sdystgda-
mo g505MAggs, d1bgdMagn goamhgzol 396dm dgdmbggza
d00Rbogl.

0999(39, 0b, Mol s@bgMoba(s (3LommdEs aMz0bo, 3307-
Amdo, 33mog Lagmobbdme: Gmeabes oc3060 d4bgdal
5330600096m©s, 0l 53Rbg30s 53 3oMs 3obbbgaggdsl d(39batgg-
d0bo s (3bmzgmadol J(393580/56bgdmdada: gofos 0dabs,
™3, bgsd0Mmo ©s330M3900m, 339656 g9d0 gMHo sanmdy
361056 83536 9dmmbo s (3bm3gmgdo ImdMHamdgb, 53 3oMds,
3bm3z9mgdo AN gHNMEY6, 53mgbgb Lbgowalbgs babnoml,
030bgdsl, 0535dmdg6. @smznbobomgzal sbgay, (sbowo ¢bos
ymgomoygm, Mm3d 019130 33965699300 dgdmbggzado gomgdmb
b98md39009ds s goc53mb bgdmddgrgdady sg335@ M0
3sbgbo g0dmEagdmes g3mmey300b sbobLbgmsw, (3bmggmas
dg8mbggzeda agm ,Goma3”, obo nb@gMm3Mg8s(305(3 bmmmme
a06g3dmb bg3md3g0gdsbmab dgamgdoo o6 dgadmgdmes.

1 LEgsG™30g00 — 3obdggds (36080l Bgbal dmagen gobgomscigds m3obs §s6%y.
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353mbagamo @oM3063s 03mgs 08 bggMmdn, Hmgmbs(s by
RO ©S YRO™M gG0 sgomo gondmdmes XIX Loy gnbab
936039 bLobmasmgdmng sdMdn: bgbb s bLigbmdmng
(3bm3gegdsL: XVII-XIX bavy3nb996d0, 39308 omabdab Asdmy-
am0dgdsbmeb gMmaw, Lydbyommds ©s bgbmdmaga 3930
badmasEMydcngo obinALoL Boboron aobs. 58 EMHmnws6
©0b6y4gL bdgbmdMngn §(3930L gmobogozsaz0s, 53 EMHML gohbws
3690930 ,3989OmMbLy Lm0 s ,3M3mbgJbyasmn® (Feray et
al. 1990). XIX baw 306930 Rogygs®s baggdzgmo ssd00bob bgd-
bgoemmdob 3gmggel. dobmagbols (36mdaema boabo, Hm3gmds(s
00 353mgbs 3mabmnbs dmdsgamm 33mg390Dy, @sM3z0bal
»Descent of Men“-%g 10 Gemoo s0g godma(zs (Bachofen 1861).
53 3gMomedo g30m3nmo Ladysmm s domamn ggbobaom-
30L 000gb@™MdS 3oMEIN3MOE 9)35330M©s byJbysmmdsl
(Faucault 1976). 0s63063s Romgams, Gmd (3bmggmms bod-
yotmb 33960 gms Ladystmbagsb gobabbgeggdl bigbmdmogo
(3939 @5 93 J(393000 353m3absmg m3z0bgdgdo.
LgbmdMogo gdbEMogoasbE Mo b0dbgdol Lonb@gmgbm
abbbss 9.6. 356003530L 3Mnb(3030 (Zahavi & Zahavi 1997). gb
3M0b(3030 babgbbgdns g3mbmdozol mgm@nowsb, 39Mdmeo,
35bM0b 0bgxym@mdszommo bGANIGnGabs s dobatdg boga-
boemgdal gogM(3gmadal omgmonwsb (Spence 2002). 3560 3030l
36063030 domeamaosdo gyeobbdmadl nbpngowal ,ammbmg-
9mdsb®, Gm3 dabo godm@hgymo bjgbmdmogo mgabgds (3sg-
SEOMO®, BoM3535680L bmm) JoGommas (s Jomao batnbbol
396y30emgb 603653L. o, ™3 dm (3930 0bngnwo Lbggdmsb
dgamgdom @cm 35d35ds dgxgMommdom, o6 domamo
b3oo, 56 Lbgs Mondg nmemow dgbedhbggn bodboo gsdmamfg-

1 ©obggMbo — moo. 30dmyg(3939. @9658g0m3g beznomn@ s 3ndsbo@stum dg3bogm-
989330 58 (369300 5006036935 L3gz0omHa 9bs, HmBgma(s 3o8moygbgds 3mb3GgE)-
e 66930, bydmasmgdsda (3og. 9J0dgdab, baemmbol Bg3@gd0b, 3o6E00b) Hmam (s
Dg306in, sbggg BgBoramdoma 3m8gbagsznobamgab.
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39, 396033900 bagscmal dmad@ebas, Mowasb gb aboognwoo
sbggg omemo dgbsdhbggo 0dbgds dommmann®o IGMgdals (og-
oMo, 3@ (390 gdal) Bngfa(s. dogmed LEmMgo gbss dobo
ambAOHggmmds, MHm3 356mngsdom, sbyy g&mdggdobsodoa
3563399900 ¢1306158)gbmdals omMImdoom, nbragowo (3ommdl
dmodmgmb 3g6yz0my. mgzebgm gzmemyznal mgmmMosda
356003030b 3606(30335 dmgswon bgbob saomo 396 ©s03-
3300Ms (Dawkins, & Krebs 1978; Pomiankowski & Iwasa 1998).
Lodogog@me, gb 3Gabz030 godmaygbgds bogbsmagdals mgm-
05d0, Mmdgmo(g 506gMb 3mIbogse30ob (36m3z9mgdl dmEab
93mmmansbes s ggmeay3nsdo (Johnstone 1997; Maynard Smith
& Harper 2003).

9396 gmn g50dmbobgoasb 8d3oMss, MM omgnbo
LggbmdMng gosmbggelb gobobomags, MmamE(3 bmznsmy®m
3505MRg35L, 569, bmznemnM s bgbmdmog J3930L Ml
Gmemdal 60dsbl bgsdws. gb oG5 0ym gabsggomo: XIX Loy 39-

Bob 0bBgmgd& oo ©abnMbo mMogbBofmgdnmo aym
dogmo begosma®o 43930 bygdbyemu®o J3930006 3odm-
093569, oo 939&ql, O™ 03 MM, JoMmamos, ssdnsbms
LodMasEMydgddy 393609 nmo dbxgmmds 1339 Mbgdmd-
©o (5@53 bLInGn, 3MbE o, dosmobo, docdbn), bmzoommn
339357 yMomgdal godsbzamgds Ibmmma XIX bogy3960L
dmEsb ©s0bym (o 3930, 39896M0). 3308m3, bLmma(z o6
360l ¢(3boy®n, 4odmBnbatg XIX Loy sbol 0b@gmgbowsb
LgJLOEMbal BndoMm, MM sMZgnbl LgbmdMogo J(3939
(36m39mgd0b g(3930L @gMdo doshbes.

099339, 0b, G5 360d369mm 35605 ©M3060L FngH sembg-
o bggbmdMog aoamhgzedo, 33magzss od@ oMo MAgds:
3030635 smbBgFs nbgmmds3nol Bogm gocgdmb dommzgal
3mMb3M9&mmo dgdmbggge: 3Mmzgbo, Hmegbsg 06ygds 3mbs-
90 5J@03mds 30Bbab dnbambgzsm, Mmmgbscs 93 og@ngm-
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d0b 3g009ab 34ogL 303mgdo @s dormnsbow o3 3mIxMbogsa(30sL
3mbrgab 0bogowgdolb dgxgemgds s gsdmagmgds. dgbs-
3530bog, 0b, B3 aM3063s @onbobs (3bmggmadal (393990,
0ym domo Yoot gdstman bogymamn gotgdm (bmznsmyo
LobE93s) NbRMEB (300l Ladnsmgdooc: 0bgrgmMMIs(308, HMIgem-
(3 993L 3536b, BmEgbs ob 0bygdl dgrndML, 0bgm@mds30s,
m3gmo(3 993L 8gMb, MmBgmoa(s ,gmmEgds” 53 dgx0dMal
dggab. 93 dommngal badmemm dgogao 3o ool babafMggdmmm
60369800 35638303905 @ 3533935 JoodmIagermdabamgab.
dgbadmgdgmos 30geManmo, MmA EsM3z0bo (3Lommmds god-
35, O™ (3m(3bamn MmE560D35d0lb dgdmbzgzeda mEa &ndalb
93300 5@bgdmdL: (1) gomgdmbosb dgdamgdgmo (33m-
0gds s (2) bagnmeto gofgdmb (bemgasmm&a Lol gdnb)
39833egero 33@memds, Gmrgbag 3oMgdmdy vgdmdgrgds
bgds 06gm@ms(300bs s dsmgal badysmgdao.

mame(z Robl, sMgz060 BogdMmds, Hm3 (3bmggmms ggm-
300 mAbaggbyMasbos, GmIgmdn(z 3oMggm Loggbn®L
316900030, 569y, ,od30b0m*, Bgggds/sMdgangdom gosmhy-
35 BoM3dmaa 96, bmmm dgmeg bagggbn®a s6ab bdgbmdmoga
(beazoomMo — g.0.) goambggs, Mmogbss 3bmggmo, bogy-
360 g056y39@nmgdoms o ImJdgogdom, 569 gogdmdy
bgdmddggdom, (33emab o3 gomgdmb — obvy, 453 gbsl sbgbl
93me0300b dodsGnmadady.

3396060l d93mbggzodn mebag bbgs gomomgdss: 3(39bamg
00093 Bobo 3o a56gdmEsb 0bxm@mds(305L s dgmgasw
(300000mdL dgo(335mmb 33 0bgmEmds(300l dobgogom. dom-
»dm0s, 83 dgdmbzgze30 33megz nbgm@ds300lb Ladmsmgdoom
356 93mUb (33m0mgdolmab s nbgm®madsznals dodm(sgmabomeb
a3593L bagddg (3396069 ngdl 0bgmMIs300l 4o gdmEab s
08b0360b ,396“bo 3mosmn (33mamgdals badysmgdoo. koM
dg3mbgggzedn BoMdsdgdaem dgaegdsb dmboggb gomgdmb
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dg(33ma(3), 393658 (36mzg9mab dg8mbzgzedo gb (33mamgds
bgds 3m3mma(300b dogboo bbgs, dob Abaszlb nbpngogdmsb
>d@0o ab@gMog300b! Bgmgasc.

mgm@ 3 hobl, oMg0bo madsfs 3mdws ggmemeyznol m —
3obo® s 8@y — 3Gm(39Ldg, BMBgmmagsbs(z 3sboya
3ol dpamdotgmds, Mmegbsg (3mboma smbgds gamgds
5b 396 9391908 30693mb (yzgmedg Fomom sdbFam, (3bmgzg-
mob dgdombgzgzadn gb bmosmy@o gomgdmzes), bmmm dgm-
69— OmEgbss 3bmzgmo 0 gdl assbygg@nmgdsl, nygbgdl
0bgzm@3s(300L F0bbob Jobombggem s (33mol gzmemy 300l
badlb, BmBgma(s, 93 3mb3Mg@ o Rofggzol gotgdy, dgodmgds
bbgobooMaw babymoym. dog@sd ggmmey300b cmsbsdgommay
®gmE00d mM03g gb 3Gm(39Lbo MEas60bIgddn dgdmbzggzama
39&o(30900L 89653603 goaMhgzedg o0y396s s bm(gosm-
M0 g305MRgz0bsmzgol ggmey(30530 sEanrn S OB M-
35 (0b. Dgdmm m30bLob (308989). 53 dmem ©gdmgdals
booenb@FsozomE 50530560b 8ng@ bomImgdmmoa bymgdgonl
36m(39L0 oM godmeEagds: 5©sdnsbn JoMeadam stals dodsmary-
0, Babognen 6036980 g (335emb (3m(3bom MEgs60D3L —
30boEML YRO™ 3OMEYJGYmo, YBO™ Lobstagdmm. obo(s
b 3o300m35mabbabmm, HmM3 Mm (3o 5305638 (3m(3bao
m356093550L 30bs63ndsmaygmoa bgmgd0s @sobym (XVIII-
XIX ba 316998d0), Imdaban@gdema (3bmggmobs s 839660l
doMoman b0dbgdo (dog. crmosmmmds 500530560 dndoMm s
Lobogmberm ©s8m 30 dmmgds 50s8056%g) 0339 Mo3006-
089 00b0 benol boboo ngm Rsdmysmadgdymo (Tevzadze et al.
2015). 3g0demd, bLEmG g 5308 m3 Rsmzgsoms sf3063s, HmA
dma356M0 Bobo Mo 6036950l (33emamgdss, Mmdgmoa(s gofg-
3mbmab (bgmmzbaman bymgd0ob dgdmbggzedn — s@sdasbms
Lodyommbmab) dga4gdol godm brgds.

1 06@geagdios — mogmondmddgogds, Gmogbss mMagg dbsmyg sd@ommowss Rstorgmo.
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0993(39, 05b53g0Mm3g 3mba393580 bbgs LayFomb g3s6-
300056: Mbo 3969@03mbab, dgmosggzobs s dobo dmBagzggdols
94b396039680 ssbEMEadL (Trut 1999), Hm3 LmznsenMo

J3930L 33mogdsl 8mbrggb gbmggmab ggbm@odgmo 35er-
omgds, Mmdgema(z 3M3d s aY)aqadsgns: dgmoasgzo s dabo
3dmbogggdo 40 6ol 356353mmbadn sbsMImgdwbgb (3033-
oo dgmngdob goemBggel ssdnsbobodn mmoasmm-
30b @ bogmgdom sgmgbonmmdolb bodbom. 93 gowsmbgzal

33960000 983940 3gmogdol g3gbm @030l 360d369mmzsba
(330 gds 53mAbrs: §dL3gMndgb@nl dmmmb 396 3gmogdl
89af0bsm 300, hodmgysmem yn@gdo, asnhbrsc madqdnsbo
Jacdo. 08 9db3gM0dgb@nl dgmgagdo agox0dMgdabydl, Hm3
3bm39mgdol Babm@ndnMo (33mamgdado, sbagma Labgmdal
Rodmysmndgdol homgmom, bmnsmmy®o J3930L dg33emomas
353mb3g4mo.

mame 3 gdmo 50gb0dbgom, bmznsmy®o (3939 sMab
0bgmMds3n0m gofgdmb Jofmags, sby 3GMmzgbo, Gmogbscs
bevyzoom bob@gdsdo dymazn, bemzosmm@o bob@gdolb 656-
omgdo — 0bngnegdo — YHMN0gHM3509396. 53 MMM -
390098530 dmagomn s Jobsbo sl 0bgm@ds300b dojbo-
oMo dbEn, 3093358 M0 domgds s sbggg — bybEo
03 507339 M0 gos(393s 30dmgdobmgab. dgbsedsdobog,
begoomn® as6gdmadn ggcm BoMds@gdamos ab, gobay dg¢-
dmos 9BOm bbb o s 507339&Md© Joommb s aob3gb
06ggm@35(309, 964, NRO™ 509 335@ M0, NBEO™ bods@gdocm
3oMmb Laggmamo gomgdm. dogsmoma, dgbadmgdgmos
03939350, ®m3 ben(3099330 0l nbngngdn, MMImgda(s go-
5Fddgdmma s3M9bonm g53maMAgz0sb, o6 30dMagmogdosb
3 3dm@gdaymn 046956006 ggme300b 3Gm39bowsb. sbg3y,
dgbadmgdgmos, Mmd 3mbiMg@ e 3m3mma(30530 03 0bwo-
300090L dogbagmo ©30Ms@gbmds, Mmdmgda(y 8ot 33990
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8938600 dxgfnsb, 0dn@md, Hma b §9ddMa gobls jmomeigdom
396350 50007dgds oo 3m3yma(300do.

smobbmgmmgdol Bob 3mdnboyFmgdama (3bmggmgdol
0bBMM0s 53 oMM gdal JoMan nennbGMoznss: oM (3 dommo
5 36 (3 (36960 56 3Gl Bobo Igsmm babadMol ngbG o,
(360©0s, Jom0 gosmbggs bmosmy@o mosmMmdobs o
Lo 3980006530l 030b9d9d0b 4obgomatgdom
bgdmes, M33s(3 30dmabgos ol 3mb3Mg@mo gggbm@adncn
(33093900, Hmdmgda(z oo sbabosmgdon.

o139, 380gOMdm, oM gdymo a56dmaswgds ngbgds,
09130 30 Y30m, O3 LgbmdMogo gosmBgzs bmosmaEa
aosmRigzol gfmo, 396Mdm gm@mdss: (3bmggmms bodysmm-
do ggmen 300 o6 560l 363s dgbossmy. bmgnsmy®o J(393-
ol (33momgds, 930 ob boMmds@gdymos, obyy, 6oMds@gdy-
mo© 3Mo3mEgds, JyoMmmgds dmdagam momdgdda s nbzgzL
0591393353, (36596 (33m0mgd9dlL, Mm3mgdas Ladmmmme
Bomdmagnmagds, Mmam@(3 (3bmggmos Ladysmmb IMmsgam-
B9Mm3698s. 36 dgbosoyg Lbagddgdo gMomggds, Mmwgbs(s
3mb3M9& e J3930L 33memgds BgbmGed e 33morgdsh
0b393L: 3g0dMmdo, dbmmme sbg osGal dgbadmagdgmo s3b-
LBom, Bogomama, FofMogyob amdgmoa 3abgfn: oo Loggg-
dabongals 3mb3nMgbz00lb godm (sbyg M3 ymgomoym, Lobsd
30LgFo Lobyy@ggem dBmBsL Jnombggzws, 3m3nms(300 Mbrs
3505d969dmmoym, mba(s, bbgs doemaboldgadgmagdol Dmdg-
30l 30035m0bB0bgdaom, 53 DmBal 30bgMo o6 nym LogoMm) 56
dgx396900b Babs GMmbomal godm (sbggg, domnsb oo MHm
obFnFEgdmes 53 60dbab 3563 3o(3gdsb), sGedgm Moms(y

3mb3Mg&mma bmosmyta 439300 (33momgdobs o dobo
3969803960 35638 30(3980L g53m 353mbB3gmo BqgbmEndnca
(330,

58 3bggmmdal LoboGagdmme 303 gemn sGadgb-
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&0 3md39w9dlL: dg33emamo bmnsmaMa 43939, ogo ob
bezosm@ae bofmggdmosbos, domyggg 3@ 303090 (063930
Bom3s@ b dgx3omgdabs s go86egmagdsal), 3mb 3G g@mmoa
begosmy®o J3930L dobgogzom gosmhggs 30 — ggbm@on-
306 (33m0mgdal, Mods(3, bodmemmme, dgndmgds dnggzny-
396mb sbaema babgmdal, 56 J3gbsbgmdol Rsdmysmndgdsdwy
(BemamE(3 8gmosgzal 94b3gc0dg6@&3d0).

Lodmmmme, 3g0dMmdm, dgagodmos ©ogsbizbosm, Mm3
©M30b60b MmgmEas 080l dgbabgd, Hm3 Lgbmdmogn gosmRggs
36980030 3oambgzol msbsdatn domab 3Mm(3gbos, MmAdg-
o3 36m39egdob bLodysemdn 3mddggdl, dsmmgdamas,
08 dgbbmmgdom, Hm3 LgbmdMngn gosmhigzs bmnsmyMa
439300 gosmhgzal 39Mdm gmmdss. bmnsmyMa Jzg300m
305Mkg30L @AML brgds bmnsmymo Lob@gdolb dgzgms
bmgosmamo J3g30b (33em0mgdom, Mabs mGasbobdob gggbm-
&039M (33t0mgdsdwy dogysgoMmon.

380J6mdm, 530b oL@ Mazns yzgmadyg 3oMasm ssdnsb-
ob ggmegEeo dgadergss: 9339 29RIgGIR 3NerYdMyzoc™
3 33539 MM, gd30Momo Gog@gdol Bobssmdwggns ab
gm0, H™M3 500530560L Babo3oms bogabsdo (sbmgmgdals
353m 350565 MG Babdg s 930@m3 bgmgdo godmumagolbyy-
RBES 05Momgdol godmbsoygbgdmowm. mgMm mmaongntos
gm0, MM 5@sd0sbals Bobsdsma sMs JomGm mE gqbdby
3OMES, 5M33g0 Ma3sMs 3ol dgbodmgdmmdss 3o 3Jmb-
9, 35bbLbgaggdom Lbgs dbasgbn 3603s@gdabogsb (Hardy and
Morgan 1990). bagsfsmms, Gma gb mMogg (33m0mgds dmbs
35653, Lobod 3nds@gdal d3m3yma300 Bymab 3oMab onb-
4900d (36mzgMgdsl. Moma(30L godm dgozgams bmosmyo
J393% ®m3mob 3969G039M3> 39638 30396985 PR3P
3569369900 6036950 B5M3mMAgs. 93 gofgabyyemds 60dbgdds 3o,
®530L bG03, 500580560L Babsdo@b gomdmagfs 3mbinEgb-
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&6oM05bmds: Boo goggRbosm dgbadmgdmmds bymoab oMl
93bmzMem s bszzgdo Bysmdo Img3mzgdnbsm (mnggbady
2013).

6.2

LgsbmdMoso gooMBgzo (3960699880

d3gbotgms bozmsbmyg dofgymao aobbbgegogds (3bms-
qgems bogmsbmabgsh (msga 5), s308ma gobs 3g06n o6 ¢bwos
0ymb, Hm3 (39656 9980b gzmmyy 300l gof339mmoa, 3339mMow©
a0dmbs@mo 3130b93Mgd9d0 sbsbosmgdwal. doMmamns,
©M30bL 3Ms]@03mow o6 gobybomagl 3396569830 bfgbm-
36030 go0MRg3s (60bs d390mo30), 39053 0obsdgommgg mgm-
605 500056 gdL, Hmd d(39656998dn(5 336300905 gosMmhgzal gb
&o3o (Willson 1979).

303M53m9d0L mgambsdMobom, 3396569980l 3oMggmao
03009506505 560l obs, H™d doma babgmdgdal ¢3Msgmgbmds
39M3oxMmmEn@0st, 569 gMmbs s 08539 0bmoznwl dgmdmos
Bo3mJ3balb Mmame(3 8gmmdomn, abg 3s8Gmdomn a5398)g-
30, 0093(39, Bobgszsm 5dabs, bigbmdMngo gosmhggs sbgm
Lobgmdgddn(s 43630090 (Queller 1983). 3gmEg magabgdaEgds
360l 3mmodmmomds (msg30 5): ggbmBal? gom@daggds. gb
B0l 3(396569930L ImEGmemann@ (339mgdomdal o
oh o193l babgmdgdal Badmdmdasl (Otto 2007); 339656 99d0b
3gbodg mogabgdy@gds oGal 3ga9@o&0cn by sMobdgbm-
36030 3bom godcMogmgdal (Bogomoma, 3omdom) 3Mogdo-
30 39 draz0 Mbastn. 838 mz30bgdslb ggmea300bosmzgol
0809bsw® 5g3b 360d369mmmds, Medmgbowas(s dMmab 3396560l

1 3963s36mm@od0 — mGas60bdo, Gm3gmbscs oJ3b Gmame 3 drgommdomo, nbg 3s36m-
Somo babggbm mGasebmgdo.

2 396m30: ogmo 39698030 Boboms, GmBgrbas mBasbab3n Jgn(3o8L.
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3005MR760L Jobbgdl sGsbGodomy@ asMgdmdn s bgmb
1bymdL g0 3399 La3bmzgMgdemgdda doo LEMog 4936 (39mg-
3. gBma sbgma dogamamas do@n@gmsl 053mbyMa babgmds,
053mbyMa ,08smmn® (Fallopia japonica). gb 3396069 dga-
1900 Lbgnmob 0obsbg36gdel @s qbzgdowsb LEMagswo
3dm(396905L. obg3g, 9d3L YboMa smdm (396l Imgao
&™B9d00bs(3 bogdome 6o s bbgs 3(396069930basb dbg-
mo@ 139b3dmbe3ogdgm boswagbg (Hollingsworth & Bailey
2000). 538 30b7gdsd badaamgds Bab(zs 53 053mMbyM o0 gmab
A gemo 5edmbagmgmosb dggtomaym gzem3abs s Atn-
mm 339603006 3mbBnbgb@gddy, Lowss LEMsgswm 36 (39mogds
30bsM0b 6s30Mgdal gobbgmog — gb babgmds 339 dg@sbomoas
3bmgmomb 100 yzgmodg s@sbobnmggmo bamgzgmosb (g.6.
063500 bobgmadobl) bosdo (Lowe et al. 2000). 33960699300
303603mqd0b dgmobg magobgdymgds 5ol mgbemnl gbsto,
50dm(39b009L oo bBob gobgmol dgdwga s by, ,doem-
o 40@50@sbmb sfobgmbaymgmoa 3gMomegda. dgbody ©o
dgmobg 0309069335 smdom gobsdnmmds obs, AmM3 gemmdam-
D60 33GdbEOMBGo0 ©gsd0bob ggmmmaon® obEmEnsdo
3(3960Mgmmds Labgmdgdds go(30mmgdaom bs jmgdo ©bs 3ofag-
b001 830§ dbgl, 3006y (3bmzggmadds — 3989LGMHMRgdal
dgm9ao@ go0sdgbgdmon babgmdgdol Mazbzo aszomgdom
bo 39300 o 3ModG03mma 3(396069950b yz9ms oo mgsba
aosmbs (McElwain & Punyasena 2007). scbsbndbsgons, Gmad
3(39656 900 Mmgobgdol Mommgbmds 3 339mMa Rsdmazemogds
(3bMzgmms MmRsbgdal MomEgbmdal. bodsgogfMme, d3gbstgms
mxobo bLodmomme 3936Ms0 398 a35Mbs s Lobgmdsl sgM-
00693, oMy 53sb (3bmggmgddo gbgosgo (McElwain &
Punyasena 2007). gb 3o 3ogomnmgdl, Gmd babgmdgda 3qbg@o-

1 0635bogn babgmds — babgmds, GmBgen(s babrmgds s 8Gogmwgds nbmgal mhggmem
20a0093bg s LagMobglb 1d860b sgmMM3MHag GermEabs s Gombob.
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3O 353093000 bo3mgdom 50056 a30mgdymo gfo-
30690l 33965699330, 3oty (36mzgmgdda (badysmme dg@o
Lobgmds mxobgddn 60dbogl, MHm3 nbobo g6 30g3 Sbeom
30656 9gM®3obgmmsb Mogn badbgdom). gb gogdmgds nbgg
3000, gdL, Mm3 3(39656Mg9dda Labgmdgdal Bomdmdmds s
Bommaqbg@ o babgdolb godmymas dgzMow N@BG™ bgms
bgds, 300067 (3b6m39mgdda (mag0 5). edmmmb, 3(3965699dab
93 300b Igbymg odobabosmgdgma 60dsba oMol bgbm-
36030 35005MRg30L B 3mgdew dgbedhbggn 360d3b69mmds s
dobo gobbbgaggdmmo (3bmggmgdobasb) 3g4s60b3gda.
33969699330 LgbmdFmogo gosMmBgzal obsbgabs ©s
50056 gbsl dgndmgds bgmb ol ¢dmos, Mm3 339656 99-
dolb @8Mmogmagbmds 3gM3sgcmmeodns (bgdmo; Moore
& Pannell 2011); doas3, Mmam s Rsblb, Lbgs dobgbgdacy
ngm — 3(396569930b 3935 350b(3 333900 aobLbgegmgds
(36m3gmgdabogsb. dogsmoma, 3(3960Mglb o6 dgdmos og@o-
Mo soMmhomb 8gBgz0mg, ob 3sboyGam gmmmgds s negdl
Lbgo (396060l 38396, Mmam (g o6 brs dmbgrgl ol dobo
439300l 38 3mdg, o330 B0dsGmagzlb bbgowmsbbgs bymbl,
3 gobsgmxz0gmgdol dobbgdo gobommb (Jzgdmm). 43939
LJgbmdMngo gosMAgzal obgmogg dmsgsmn 3gdsagbgmos,
Mmameng bdgbgdol gogmaezs, s30@md d(396596g9dab bLgbm-
361030 30@MRg30L 565mabIo brs @oa39b3smb (39656 gg-
dab J(3930L obobnsmgds. 1339 IMoz3omK g 3odzom, Hmd
3(396069900 56 3500008076056 S Jomn ImdFomdals
B0 doemnsb dgbmyyemmos. dog®mad gb o6 60dbogl, Mm3
3(396969938L Ibmmm@ 356030 J(393° Igndmnsm — ¢dMsm-
M@, 8500 §(3930 doMgPEoR 396Lb3ogEYds (36™3egdal J39-
30bo306. 339656 9980L Bomma (3939 go8mabo@gds g@ow
30630006 90mm dgmgnem 3g@&odmmodddo. 3oMzgmao

39&o0mmobdo (3bmzgmadLs s 33965 g NRMJEdL
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(bmbongzs, (30mgdals, (3603930L, Jogegdal 3@ sdmemnban)
s@bgdomae ghmbsntn sggo (Ma(3 bogmsbemob Badmdmdals
960056md5dg Jommamgdl). dgmEgymo 398 9dmemadda 3o
a0l ob, Mo3 (3bmggmgdbs s 3(3960MgqdL aobsbbgegqdl.
36m39m 9330 3gmMgmma 898 sdmmobdn Ndmazmgbaw ¢ 3e-
330600905 xMggdolb oxgMmgb306MgdsL s bbgowabbgs
Jbmgomabogol sdsbsbosmgdgmo, b3gosmadgdamo Mx M-
960 bomdm4absl (6gMg¢mo, 39bmal, mgadmoal, bobbmals,
200330l 9xrMggdo ©s 5.3.). 3(39656998d0 30 JgmEgnmo
39®o3mm0d3o g.6. gmEgmmo 3g@odmmo@gdobl Bystmo:
qbss Bomo JodoyMo LGN JGNENL, JogMmed s (309 oEO
dmmg gem®o dobol dgmbyg, mGasbymon bogMogda (dogsmam-
3, 5 3dM0gd0). JgmEgmoa g8 sdmmnddal 360d3bgmmm-
35bg domomgdl ob, Mm3 g3gM396E ol (96Dndgdol) dozm-
0fgdgmn 396980 (3965 gms dogema 49bmdals oG 93 (3069L
15-25%-U Bom3mag 6L (Pichersky & Gang 2000). 3gm&geemo
39&o0mmnBgd0l g9bd(309d0 Lo 3dom GFoMMMs, JoaMad,
mgme(z Rsbl, domo 3nMzgmgbo ©60dbymgdss @eszoy-
3930l 308560 039608)980b bONB39myme3s. 39300 (396069
28 398 93mm0@ gdnc o3l n(393L 39MdagmMgdabasbss? (3(39-
bofol dom3abnom 33396030 (3bmzggmadabasht — Inbenmbmg-
30, 3omngdo, MdomBsbnsbgdn, Mgd@nmongdn, BMmabzgmydo,
dndndbmazmgdo s bbg.; Whittaker 1970); 356d03mMgdabasb
03039350 BaM3mgdym dgmMgnm dg@edmmn@gdl
MBmgdgb 398 9MmEgmgmambgdl, Gm3magdaz ao3magbab
obg696 3gMdagmmgdal 4(3939bg, DML s gosmbgbaby
(Bennett & Wallsgrove 1994). 3gm@Mgyemaoa dg@odmmoggdo
obggg dmbobamgmdgb 339656 gms dmGal 3m3nbogs(3096do,

1 39893mmogn — (3(3bom mMas60D330 J0dwobatg Jodond Mgod (309830 dmbsbaemg
BogMmgdo o 93 Mgod309d0b 3GmEyd@gdo.

2 396dogmegda — 33965600 dmbsdMomgg (3bm3zgmgda, dsgsmomaw, ddmggmgdo.
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mmIgmoai Bgbgoms Lob@gdsbmsb (HodmbggHmbmsb!) bod-
domDNEo 8353306530 3o 3MmpramEmolb badmsmgdoom
36 (39megds (Bais et al. 2004). bossadn ggbgal godmbsoygmba
(99bms@gd0?), Bmam® 3 Bqbo, Bgazo3b IgmEgmem 89@od-
M@0 gdb s sMgamomgdl ggbgmsb ©s3zsgdomgdama
30 3Omprm@ab dgdsa 9bemmdsl (Bais et al. 2006). 8gmegmmo
39&°0mmn@qdn sbgzg dmbabormgmdgb 3Gim(39L3d0, MMBgemba(s
Smgm3sm0d3 9bmegds: gLzl gdbmoa@gdo 8md8g0qdq6
365 35O GM JogMmpmmmsadyg, sMadge bbgs 3(39696M9993dg(s,
bBmabg Moympoma (539Mbgdgb 8oo DML), bmadgs
agdomaw (Willis 2007). o3 dnogatns, gmmgmmo 898 006-
0@ qd0 8mbsbomgmdgb bgbmdmog (3939380 s 53g35Md©
LggbmdMago goamBgzolb dgdsbndal boBomgdan s60sb: doma
B6d (3000 3656 980L 56 Lbgs 33 39Ma30 53968 9d0b, 569
3mabo@mmMgdol dmbowgs (Figueiredo et al. 2008).

33960619930l LgbmdMngo J3939 S goaMRgzs ygzgmady
339g80me Roblb 03 gomomme go3M(39mgdnmo domemany-
0 3mgmgbowsb, HmIgmbsy 088 39630L gMbmegdor: 353-
Gmdomo 35898 9d0L* 30gH (yzo30mob 8@ 360l 8o (335mdon
3m53bgdmmo L3gMngdn) BEgEEMMbomo 85398 9d0b (ygoz0-
ol & 3madn dmmagbgdymo 3390 3bYrMgE) aobsgme-
096983, ©q58065bg sMbgdemo (39600 gmma babgmdgdals
87.5%-30 05383963 brogds (36mz9mgdal 3mbsbamgmdoom
(Ollerton et al. 2011). yggemady (36mBora 3mmabs@mMgda s6n-

1 Gobmbygehm — dmggdymo 3396560l ggbggdab as3m3gmgdal bggem.
2Jbm@s@ 980 — od: 839606900 gbggdal Bog Bnswsgdn gs8mymanema Jodayo bog-
»0gMgdgdo.

3 smgmm3smos — (39656 gms gHmngHndmgdggds Bsmasbgg gedmymaama bbgsabbgs
Bogmnggdol 3g339mdao.

4 253980 — bgbmdMago YRG g — Mmoo (drgGHmdamo) b b3gHds@mzo@n (358-
Amdomn)

5 3mmobo@mmgdo — mmasbobdgdn, Mdmogdgbse 369690, Gm3gmbo(z dmbsbomgmdgb
8396069980l 588 39M35L5 s gobaygmgzgngMgdado.
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56 3696930, 013 (30 33630938 BEMNb3z9mgdabs (3mMEmndMn) s
d¢dndbmgmgdals (sdcgda) dngH 3@ 39M3s(3 (Sahley 1996).
LonBGgMgLm abss, MM 3@ 39M30L 33emg3930 gfMo-g&-
®0 439madg mgombsohobm bgmomo dgn@ebs abgg Rofmmd
©05M30b3s — 356 oMo (36mdaemn mbmafaggns damdmgbs
0ol 3g3mygdol dogM mMJogqdal ©sd@39MgsoL (Darwin
1979). o63060 08gbsw 39Masm as9M 335 93 3Gm(39L3n,
™3 3oogsbzombg 0d MHmMabsmgzgol K9 3oz M(Ebmd0
0330b 3g3mob 56bgdmds 0babsbbsmdg@yszgmes, Mmdgmba(s
M dogol aoM 3399mo babgmds ©bs o938 39Ms. gb 3g3gme
21 Bemob d93ga doFonms(z sdmaRobgl (Arditti et al. 2012).
35306, Mo@m3 36 smbgMs oM3063s d@39M3z0L Moryymn
39956053980, Hmam (3 bdgbmdmoga gomsmRggom ggmey 300l
3807 sbms 339 dbgmos ogds, dogMsed dgbadmgdgmoas
©3M3060bmgal 3G 39Mgs Lbgoabbgs Labgmdsl dmmals
DQON0IONMESMS F5g5m0m gL @™ bomdmaggbos, 3oy
Ldgbmdmog J(3939L.

93mm9)300b M653gMmM3z9 mgmMas 339606 g96do bgbm-
361030 3036R730L 3GLdMBSL sbadmmgdl ygoz0mgdal Moy-
™0 53907993005 5 3G 3gMZoLML s 35330 gdma J(393-
oo (99mmg@ 1983). 930cggmgl gmgmabs, 3mmmobs@migdals
dmbodosom ygogomgdo 53639 gdgb bLy@bgmb — gbss sdfm-
mo@n 603mngMgdgdo, BaMdmgdaymo 3396060l gmEgama
39&o0mmobdol dogm (Harborne 2001). b y3dMowm dmbyem
3mabs@m@b ygzogomo sbahnd@gdl bgd@otom, Gm3gmoa(s,
3560 1533980 dogMabs, dgo(393L gmE g 3g@odmemn@gd-
Lo — obmoboeb osanbgl, Hm3 gb dgmmgyma dg@Godm-
™0 900 33(30698L 30M3b0B gd0m 3mmobsGmnl (Bombus-ob
33500l bomdm3aagbgmo d5bab) nbgygdz0slb (Richardson et

al. 2015). 303bo@3zgmo bymbgmo s Jomgdymo gomomg-
30, G5 0 gds Mbws, DM©al yzogomab ©sd@3gcz0L 356LgdL
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3m (3980 3meoba@mMab 80gM. m@mbobmnsb 339606 993d0
(6™8mgdda(sy bgbo goymgamons) dsdmmdoma ygogomgdo,
Bmamdg bgbo, bm3om xcm (30699, 3000609 dgocO™Mdo-
™0, Mo0a56 339M3EbYRMIEgdab Mozbzo dgdmyymos ©s
530&m3 oo yAm LoMgdsm 3mmabsGmmal LgfMgnbo
(Willson 1979). 3963sx360m©0@) ygo30mgddo 3o bad@ztggdobs
5 318 3mb 3mdBogggds bdnMow Mmns gsymanmmo — g
3bog3gde Lad@gMggdo s 3gMyg, Lod@3Mggdab s(3mal dg3-
©93; 9339 23IML @0bao brgss Myg3@gee dmemabsdm-
ol doge Im@oboemn 3@ 3ol doMm(33mol dodomo: sbg bog-
b5 0300000538396M30Lb0856 0530L sMwyds (Moore & Pannell
2011; Willmer 2011). ygogomgdol sggdmgds s dgggmoemmds
abgmas, Gmd LabyMggm 3mEabsBmAL K9 Mozommyds
ygo30mgdab dgdhbggs, bmmm dgdwga 694G oMol s3mmgdabal
Mbgds LodG3MggdLs s dE 3 mMbmab dgbgds (Darwin 1979).
bogFom xs3dn, 3396969900 gMm3sbgmb gr0dMgdosb, Hm3
3om3s ygog0mgdds 50 JoM@m dmabomb 3mmabs@mgdo,
Mg go91dbgmmb 3oy oo Lbgs yzog0mgddg gowsbg-
s abg, Hm3 Im(393¢ma gzoz0mal 038 39M30L semdscmds
30093 9BOM 350DoMEmb — 53l gdLbabymgds, dsgomomac,
abgmag3osl (3396069900l 8390 3mmo a30M0 Jgboofnbgdos
(Apocynaceae) mgobomsb) ygogomoal ,M4930“! (Cocucci et al.
2014).

dgnMm g3mmmaoMo YOHmoghHomdgdo 3mmabs@mmgo-
Lo o 3(39606993L ImEal 486al 9.6. LoBdom bY@ JLgmb
(mutualistic network), ®m3gmdo(s ygog0mmagabo 3(39606ggdobs
o 330 833G 39Mseg0 3bgFgdal dm3mmas30gdn gMmnsbmgdoa-
ob (Bascompte & Jordano 2007). 53 Jbgmgdl bobBgdnlb dmgmao
Gog0 030098980 sbsbosmgdm, Jom ImEob gog@(39mgdals
3 g5m0, Jomnsbmds s dgMowmds (Olesen & Jordano 2002).

1 ygogomal ,Gdgdo” — Bormmo ygogamgdobomgol @odsbobosmgdgma asdmbsbstogdo.
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mammg Rsbl, bLoddombNE Jbgmgddo 3396560l yzog0mgdols
33900mgds 5 (3930 Yomadegds 3mmabs@mmgdal vgq-
dmgdabe s J(3939L086 ghma, 3mgzmem300b 3Gm39L3dn
(Jordano et al. 2003).

Amame (s gbgosgm, 3356509960l LgbmdMogo 39353
dofgmmom asbbbgogogds (3bmggmagdolegsb. d39bsggdals
LJgbmdM0g gosMAgzedn Bmbabarmgmdgb bbgs, msbas aqbg-
&03960 035mbabdM0bom domosb agomgdymoa babgmdgdo.
dogmo gb mgzomdabs3gdo s ¢bsnca ,bdgbmdMnga” 6nd-
6gd0, Gm3mgdoms(z 3(3969Mgms ygogomgdo aodmomhggz0sb,
30006905 53 bbgs 363y Lobgmdgdal dogH LabyMggmao
y3930m0b g53dm(3bmdals gobosgomgdmo. 530l bodomala-
0HMe, (36m39mgdab bgbmdMogn gssmBggs b3nbos Josabob-
9mdMogo 3Gm39b0s: Gobo dmegamo 394o60D3n gmmabbdmdl
dbmenmeo s Jbmmme (3bmggmab dmzqdnmao babgmdgdaboom-
30b aoboggdo 60d6gdals gobgomsmgdsl.

53gbsw bmznsmeGas 3396569930l bgbmdMngn 4(39-
357 00y beaznamn®o J3930L RggbL g96dmaswgdnm 3mbgx-
(300L 83009500 (09530 4), nmemo bogds 33gbsfgms Lgbmdng
34393930 bmosmyMo J(3930L 6036gd0l ©bsbgs. by, gb
beagoomao J3935 063 Donos — Imbsbomgmdgb bbgs
Lobgmdgdo(s (sbmggmada, Gmam(g 3mmabs@mmgdn). dogMsd
a0l Lbgs 0o30b9dmMgdgdaz. KM 9o, 3mmabs@mol
dogf ygogomal 0gb@ognzotgds brgds sMs MHmame(s
0bgym@3o300L sMgLoG L, 5MedgE Hmamez bogggdal
byombo — ob gdgdl 6g@omb. dgmeyg, dbgmoas 0dals o ds,
3 339656 sbgblL 3mmabs@mmals ngb@nggozamgdsl —
Lod@3Mggd0 Lggds YoMamm dgbgdobash s M babgmdals
3mm0bs@ Moy o6 Mbrs gbg0mb ygogomb, b od@n 3s0b(3
bLEYmEgds. 3396560l b0 yzogamab Ligbmdmoga 6ndbg-
30l gobgomamgds, Mo m7gds ¢bws, stals 4ot 33990 babyGgg-
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0 3mmabs@mEnl 8mbowgs, Boged 3mbiMgdmmo yzozamao
6930LdogH 3mmaboGmMmL 3obybmdl LodBgMhggdalb oMo,
sbg ®m3, gb BoBommdmnga, (30emdbGgn n@gbGognzs(3nss.
dgbodg, bmEosmy@o J393° amobbdmdl nbgmmadssnanl
a5(33mob (g9dmzamgdol gobosmgdsl; mago 4). 396980l
39(335 35d@gM0gd0b 3mboggaszoobs oy guzeMom@gddo
LdgbmdMogn asdMogmadabol bmnsmyGo 43930L 30Mg9-
@0 FMM3os (0530 4), BogMod 3mmobs@mmbs s d(396sMgL
dmEob 396930 o6 033mgds, 989 3mmnbs@mmb gemo
33969600056 39698039900 0bgyMmMIs(305 45398 9d0b (3@ 36M0b)
Loboom d0sd3b 3gmeg 3(39656M9bmsb — 396930l go33mes brog-
35 3(39656790L dmMab, 3mmobs@mmn MdMommm dvysdsgaem-
0o, mdgmag 3bmmme bgd@emb, 569y dababs s gbgManal
Denggals 0 gdlb 3(3960M0bgob; 5339 MM, 3mmabs@mmacs
353Mo3madal 3Mm39L3dn 39653L (330l Bbmem@ Mmegzabogy
babgmdol BoM3mIsgqgbrgdl. dogMed, Moasb dmmabs@mmg-
b0 s 3396569980 Loddom bY@ JbgmBn sGNSb JMgzmE M (300m
dg 360, 0bxgm@mds300b go3gms 30063 bpgds. dsgsmom-
5@, 8(39656Mgmes goamBggzal dgmgasw, bgd@&omal baswmggo
©535Ma30b (30Myg 3539@go0 LEYmaw dmIboggdmuogl)
1399 3600g80b JoDbom, byd@omab bazog0 dgadmagds yzogo-
mob boeM3gdo gosegomgl. 535L 3mmnbs@mmgdol IbGnwasb,
3omn 3o03MRg30L dgmaas, Im3yzgds bmGomdnb ogm-
dgmgds (56 bbgs sg339&Ma 3abybo yzogomal dgzgzemamo
dmEgmemmaonl dndsm). sbg bgds bL3gosmabgds 3mmabs-
GmM®-3(3960M0b LoddombyH Jugmabs, GmIgmaz dmemb
dgodgds dbmmme m babgmdsdog sgomgl (Gmame s bdo-
o0 brgds mMjowggddo, Darwin 1979). assmfigzol sbgmo
dgmmgds g565300mdgdl 0dsl, Mm3 aq69803mG0 0bgme-
ds(300b (33momgdgdo gho bobgmdada (339606 9dn) 063930
80b56308so¢em dgbbmmgdgdlb dgmeg Lobgmdol (3mmabs-
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&me0b) 39690396 0bgzmEds(30590. (3960 gms LgbmdMaga
J3930L gb Lodo Mogz0bgdMMgds a35h3969dL, H™A, Jogybgsgs
dgomm 3533060bs, 839656 9980bs s (36m3z9mgdal ggmeyy-
(300 doMgggma aobbbgeggdnmo 394060D3gdoms s 3dgdom
dngdotomgde.

30353, bgbmdMogo d(3930L bado Dgdmambgmamn msogolyg-
d16980b Bmbby, 3o0b(3 YEG™ 860d369mmmzs60s 33965699800
Lenznomy®o di3g30b ob mgobgdgdo, Mm3magda(y LagHomes
Lbgs MmEMasbnd3gdmasb. LogMmm 30 5@l ob, H™3, Bmam (3
339606 993dn, abg 3mmabs@m@gddn, 49693d0 abgMgds s
39833006M9mMd0m 3500593939 853300 nbgmMds3ns — @ gb
abgs o603 dogd@gmngdda(s, 3GMEB0LE 3303t bmgmgddags,
3b96M9dbos s doMG0g0 J3930L bgFbgdm0sb (36mzgmaddags.
3(39b06ggdL LagMmmE 56 goshbosm bgMmzmo MR gog-
b0 o 3300 J(3930L yzgmes sb3gd@o — gmGgeyman 3@ od-
m@oddo, GMHM30DIgdo, 35bbs3nmMmgdymoa bigbmdMogn
60d6980L gobgomamgds, gqgbm@n@dgda (yzoz0mmdal ™
5 bobaMdmoagmds) — 3Mogd@ 0 nmow domnsbow agbgdom
3Mb@MmMmEgds. 0g039 dga30dmos 3ogzom dmmabs@mmg-
3bg(3: 3 dgzm bgMgmmo Lobgds, dgddboema bgoHmbeyma
b 900g000. Jog o3 3mmabs@mEgdob J3930 98 dgdmbzgzsda
3M0J@oggmor MIFrgd@mOgme @s 0bbGobd@ymos — oby
3969300 560l go30mmdgdamo s s dgdgboma (3meboom
(%gPRgMOMI00 56 5MLgdMdL Mondy dmbs(3930, GmIgma(s
3099000930 3mmabs@mgdda — 369Mgd0 0d69ds gL, BM0b-
39mgd0 0y d3Mgdo — Idmdmgdobash bLodabby yzogomal
303m(36mdabs s 699@Fob 38mmgdol @obbsgmol Msondy
gBmM3sDg). 3mmabs@mmMgdal J3939 39bgdolb godmbs@gals
L3gd@ML donab v3oEEYLL, Jog@msd gbos s gb, 3mmobs-
&™M933d0 (3935 3MbBOMmEgds 3969d0m. gb sbgs bmznom-

1 36m@obEgdo — ghomx@gosbo gugemom@gdo, Gmammarzss Jomsdsbs ob 53gds.
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M 86M98303 g0 (BIGIMIS0, 0obgdgamaoo, GM8ndgoa),
mImgddos nbgomo Moggmo J3939, Omam@ozss 3Om3nbs

5 305(330L MEAZ560D7ds, Bomosbow ndofmmgds g96gd0cm
(Smith et al. 2008). dsg M3, bgMbgdmnsbgddo s, asbbsgnmeg-
d00r ddndbmzgddo, J3939 obg dgadmgds goMoymmgl,
3 0l MObEsMIbMdam gsdmgznalb 39b5d0lb 3MbGMmMmnsb.
sbgomn gobgzomafgdal dgmgasw dognmgom ssdnsbo: s3n@&mads(s

dg309a 0030 RMmM sbgMomgdom dg39bgd0m (3bmzgmgddo
begosmMo gosmbggal 8g4sbnbdgdl.
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goboznfmo gomomhAgze o bmoomno
JB9300 BoromAg30

03 ma3d0 gobbm3ngmgdamo Jbggmmds 9o bsbow
BomBmaa gblb bmgosmyco Jigz00m0 goshRgznm d0dwnb-
56 ggmeg ool 3Gm3gbl, s @nggbo mMasbabdgdowsb
5380565807. 65R3g6gd00, oy MmamE Mormmogds bmgasem-
60 J(3939, BmamE s@mbgzb magh bmmme 396930b (33mo-
mgdam 3obLs gAY g3mE 0 3Gm3gLL 3bmggmadals
»9693bg" s Mmam® gomsngd3939 Hdscmegbo bgFgeea 8mg-
39009600 (obBsgmam, LBsgmams s goEs(3980m) gobbob-
@309 336960390 @ FIOMG03 M (330rrgdgdoR. s@ddo-
360l dgdmbzgg3580 gzmm30s 3oy gfo doMag@b mobagb:
0@530560b g3me (30030 B56(835Hmggm Hmmb 90sd0060b34

BocImgdegemn bmgosmya J3930L §gdbmmmaoagda (bLoddm-
mmgdo, 8ob7Jsbgd0, 396mbgda s 5.9.) sbMmmgdgb.

LJgbmdMng go@amBggel, Mm3gma(z Bobs msegdn gabgab-
0mgo, 606 3mabdg go3magzb mMasbnbdgdals (3939, braemm
ob (360960 60dbgdo, BmBmgdo(z bdnMaw sbgmo gosmBygs-
ob 3MmEY ]G 3393m0bgds (mmdalb gogsma, 0Mdqdals
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GME30m0n Mdqdo, gomogob amdgmo 3obgFn, omdsgsb-
a0l doMombgdnMo 3yeo, bodmmbal gMabzgmgdals bamsamo
5 30Dy, Fgommdgmo gM0bzgmgdal gommds, 8sdmol
d0domm @ 9.d.) bobsdwgomgdo bsgdomeo Moo bigbmdMago
J3930L 5@M0d8gds0 a393mbgds. dmg dgdmbzgzeda gb boo-
o hobl — dogomomam, Hm (3o Jodommo BMobzgmagdo gomm-
3001 56 8993d<mal bomsdsbom 56mb7yd 96 gomgdl msgl. bLbgs
dgdobgzgzgddo gb dgndmgds oM 0gmb sbg ommo ©sbsbabo,
3ogM33 La3y(3609M™ 333980, BmamE (3 Bgbo, 3mmemdgb
30M©s306 3o3d0Mb bgbmdMog godmmAgmm 60dbgdbs s
3530333530 65613589893 dmEab. Jogomoms, Mmami(3
9L®s s 393963s (West & Packer 2002) scdmshabgls, bgowo
mm3930b Box@ab bodydg oGl 3oMan 33980bs s Lobbemda
&abEMLEMMbab domamo 3mb396@Ms(300L Bohggbgdgema. gb
m3gd0 NgcO™ b3oMo 085 %39896 b3500gdL mEOL MEms-
36 dmmgddo s dg mmdgdas dgR390Mg00bal 30ma@gbmdal
39 Jnoxmnsb mmdgdl odmg3q6b; BogGalb LoaMdgbag o4zl
3603d369mmds, 353603 Fbmeme b3zsgdl dmGals mowgfm-
dobomgolb d6dmada, duy mmB8gdo GogMob bog®dal dndsmro
0600xgM96@Mmgdo 5M0sb. 530l dgmgasw, 3y Jnonmosbo
mdgdal Mg3EmeyJ@onmn sbsgo ymm babgGdmagas s
53 3gMom@dn 3g@0 dmygzMgdo(s hbogdsm. Ms@ma ¢ 3o3d06M-
908 a0dmMRgmma goMgasbo 6n0dbgdo nbogngdal gabda N
Lodmogmgbes s dMdmemal 56 Bonmmdob ©bsmgdL? 3sbyba
sedam badgdamns gqgbms dgdnmmmdabs (Lobo & Shaw 2008)
s 3mgom@Mmmansada (Stearns 2010). 396980b dgdommmds
360b Hm8mbm8gddo goaddnma g96980b mz30bgds, sMRbYL
08539 JOm3mbmdsdn s ghmawgg 390593696 393 330006 gm-
dom. bogdg abss, HMI JHMBmbm3gddo aq96980 Mo3L 0yM0sb
5037 mmangol 96 3obmbdmBngmgdol gomMgdg (0ombnb 3-
®9&I@or). 09 33bgde bHgmoesr nbrogorgemg®os o
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ymggmo 3503560 bsgdamanbaw 3obbodmz@nm 60dsb-mzg0bgdsl
53M0M98L, JHMIMbm3gddn sbgor nbmngnEsmmdsl g3gm
36900301 56 56LgdMAL Mondg 60dbal, dogsmomaw, 3bmmme
bbgmmalb Bmdab, 56 dgxzgMommdals 3o 3mbGMmmgdgma Jem-
dmbmds (3oms bgbob gobdbodmgmgmo X s Y s, sbg3zg,
do@mgmbomogmo JAmdmbmdgdobs, Gmdgmas gbd(3ngd0
Lo gdomm godm3ggomamns). 88 dgdoymmdal go8m dm3mme-
(30090 353G mdL 5Md JomGm LobafMagdemm a9b0, sGodg
3sbmab dggnma gq96930(3. 5bsbndbsgz0s, HMA Loboma gdmmm
3960 35Lmsb dggomo 396930l dodomo 339 s gsdm-
0l gamob@o, 5sMsdg 3 39653L gbdamgds asdmogmgdsda.
sbgs o) abyg, JOMBmbmIgde 396980l MMasbobdgds smdoc
bogdomm 8bgmgdL (30m39mmn 396980b gamabab. gb 30650 3-
bgmo goMg8mgds ggMrgMmdom Lomsbom asbboemgsbs s
355D 75d0L Im 3mgdamos 0obsdgMmazg mgmMngddn 496930l
98m0b3ob dgbobgd. M3 dggbgds Smgom@Mmmansl, gbss ghma
3960L 3535 60dsb-m30bgdsDg gPNEEMMmow dmJdgmgds,
obg ™3 sbgon dmgom@Hm3mo 3960l InG0Mgdsl dgodmgds
dm3y39L 89360 56 yzgems 60dsb-mzg0bgdal dg(33ems (3@ qombl
2010).

3969800 dggommmdabs s 3rmgom@mm3nal 360d36gmmm-
3960 dggan 0bss, Hm3 Bobogyco bodmogmal o6 baommdal
mBomnb 4063badrzMgmn 396930 3gndemgds dgdommo ogmb
BoxMol 39cMol, dobo bog®dolb 39b9dmsb, sbs badmngMyg,
bo@nmmdal MboMo s Foxmal ggfa asbabsdmaMmgdmogl
96m0 3mgom@mm3mo 39600 (mmdgdal dgdmbzggedo,
bgdmm); sbg39, J3930L (339 gdeMdS BaboNE 60dbgdmsb
9fma@ dgmngdolb 3mdobaymgdolb dgogaswm babs msegda gob-
Lgbgo. bbgs Bogamamgdos sMbgdmdl, MHmss (3bmggmolb Dby
5 d0bo oo g 60dbgdo gHomEMmma (335mgdsmdl s
350500b Mmomdnsb momdsda (Biro & Stamps 2008). 5308 m3,
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>0 Pbrd 393303300@0L, 0 3oRIMAY3S brgds J3930L
(96561930l, BBaL) Babgogom, (3b6mggmms BgbmEndyma 60dbg-
30(3 3961339990 5 36 dg3mbzgz0mo dndsmymgdom dga(33-
m7gds ©d 33bbognommgdam, abgomo Joobds@ma g gabmdal
mM3560b398L dognmgdom, BmamMozes goMogo, ngda ob
RoMdagabgo.

353653, 93mm9)(300L MbsdgMmgg Mmgmns, Hmam(s
Bobs mog3dn 536036gm, LgbmdMog aoamhiggel d4bg-
3030 aosmbgzal 3gMdm dgdmbggzam d00Rbgsl o Logm-
omeE J3930b dobgogoom gowsmbgzsl 330609 ynMmomgdsl
103mdL 56 biymas Mammgdgmymal. gb smdooc dbgdaldg-

BY39mgdedo @mgb godo@mbgdymo GgrydombobE g
doamdol 35dms — mgmMns (300mmdl yzgmaxgmo 39b9ds3wmy

3 3500b BobogYM s JodoyM mngobgdgdsdoy onyzsbmb.
9L OgndEombobE o Ro@mbm Ladmsmagdsl sdmgsl mgm-
0ol yggmo bobob (smbomo mas60bdal ggmmy30s, doom
dm0b 3(39606M9980Ls s (36mzgmgdabscs, gMo bodMEyqda
3560b0emmb. 39603, Hmam (3 60bs 05393d0 ho@omgdmmads
3bamnbIs ag30bsb3s, 3(3965Mgmmo, Macm LEmMs®, 39a-
9@°309M0 bogmsbmg dmdMag (sbmggmos bogmsbmolbgsb
o3 030bmdMngem 4obbbgegmgds. bagnemallbdms, Hmd
aM3060(3 bgbmdMog d(3939b IbmEme (3bmzgmgddo gobabo-
33005, 3M3060L MML 396930bs @s 393 33000MgMbs3n dsmn
ol dgbobgd Mondg (3m@bs o6 sMbgdmdms s sM30bL
863 M99 d(30mbabEmmo 8ngmds dmows bgml, Hm3 sg-
bobo J3930L 360d369mmds gzmeyy300bomgol. Hmameiz habl,
oM3060b Mmogs30M39m0 dmbabMgds N@mm sbeams Mg
30006 935bmsb 0byg, HmMI J3930m0 gowsmbggs Ly g™
5 NBOM b shJsMgdmgl g3mee305L (36mzgmgddo dsma
439300 3o Mmgdobmab ghmaw (J3g8mm). Gmame 3 Bobs
5330 503603bgm, 03060 LqbmdFng go8Mszmgdsl 3603-
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36gmmmdal sboggds (36mz9magddn, 5691 339 30630006 gdma
343930L 3gmbg Labgmdgdda. gb 30 6036s3L, HMI ggmeyy(300L

dggase Moo J393000 538 gdab gohgbs bEal 4(3930L
3603369mmdsb mgoo gosmhggobs @s gzmmyyzoobamgals,
5308 m3 Moyymo J3930b (3bm3z9mgddn bemznsmuMa 393000
3o05Mhg3s 3093 YBO™ 360d369mmzgebo dgndmgds nymb,
300069 B0bogncn 603690b Jobgrozom gosmRBgges.

Loba3 J(3930000 gosMhggzolb 3mddggdsbs @s 360d36gmm-
3ol gogd9bomabgdgm, koM b sgoMoma §gfMdnbgdals
sfggs. dgdmo (030 6) ,LJgbmdMngo gosMhgzob® Lobmb-
035 ModgbyxgMdg godmgaygbgm §gMdabn ,LmnsyMa
35056MRAg35%. 356 339mm0 sbMom, gb doMmmes(3 dg@ o sbemm
(369393005, 01330 56b7dMAL bobssmdgamdgda(s. dbgozgmm-
3590 330430 gMab Mogasmmgbol dng® bLgbmdMmogo gosmhy-
30bs s gamabgo ggbals mgmaols 3080 3s (Roughgarden et
al. 2006; Roughgarden 2012). Gogasogbo 3@ 30(390L, Hmd
LdgbmdMngn go@amBgzal gamab@o ggbol mgmEnal 3g6dm
dgdmbgggoe gobbamgs Lagmdzgmdagg 3(3oM0s, Mo©asb
ol 96 0ngoabbnbgdlb 3s3mmdomn s dpgemmdoma bggbob
(39®9Mma03g@mmo) mMasbn0bIgdals 0b@gMgboms Lbgomdal.
dogamomag, 3536930 0861d3056 a3 dgndmgds 8g@0 dpgmob
a0oboboymxzzngMgdmow, 35306, Mmss dgomgdn 9dgdgb
dgaMgdoo 3(3069M0(36m386, BogMsd domamo mombgdgdal
do@oMgdgm dgbyz0mggdl, Momasb dpgeMmdomon g539@gdal
omEYbmds (3m@os. Moxasmmabo 330535bmMdL mgmEaal
5341d6905L 3MM3gFMs 300 535dab MmgmEnsdy, Mmdgm-
do(z 3gEMgdabs @ 353M7dal 3930 JMm3gMs309mos
(»3mbagbosmyMa ggbo gamob o aqbob bo3gman®). o3 sboem
?gmME05L Bogasmegbo Mbmmgdl ,Lmnsmy® aswsmhygs-
ob¥. MogasmMmgbolb 3ofMggm 3ndmogs30gdlb 3m3ygzs oo
Mafymgomn asdmbdomigds (Dall et al. 2006) s, s3wabs,
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Leosmy@n gos®mRgzol Gogasmogbobgymo mgmns,
OMYMBONSE 017 3615, MMMl Fm gmgdemao donb(s
mbs Ronmzgammb. badbabsma, sogs asbzms 393609690l
BoMamgdL s bgbmdMoago dzoMgbmdgdal 3Grmdmads@o-
3obaz dggbm. Logdg 30 abds, HMA MogasmEgbo sgmaL ndsgy
909 J30mbobGnm RomRmgddn, Mmdgmda(y mg3sbogmo
LggbmdMagn gosMmRgzal mgmEnss dmdgnmo. 88 Rs®Rmgdda
3608035 3godmgds o3 0ymb 3GmNJEoymo, 0d0@m3 Mm3
ogm&oab Lobyb@g ool 56 396930l gamnddo, sGo3g0 3
98m0b30b s bagMome, 396980bs©0 3obgz0sgdMms© ©o©o
3603369mmd0b aboggds J393000 gosmbgzal 394s60b3nm
93me300bab. Rz960 dgbgonmgdgdol smMggs Mogastog-
bol 3gbgmmgdgdmeb Mma gsdmgmazbmm, Bzgb 304y9bgdm
&9gM30blb ,LmgosmyEo J(39300 gosMAgzs®, sb NdMomme
»J(393000 goomhgzs™.

dbaogbo, 3m3ymoMmmdsl dmymgdymo mgmmngdowasb
Mbos gobbgbmo sbgzg xRN0 goschgzal dndmogde.
9L 303mmgbs Bs8moygbgl bm(znsma@o 869Mgdal! Hormemo
5 3omammmasbobgdamo Ji3930L sboblbbgmaew (Nowak et al.
2010). 53 39960 ga(300b5(3, MMam (3 Moxgastogbol dgdmb-
393990, 3dogMmn Momymagomon Mgsod(30d 3m3yzs 838mMmS
dom0sb oo gayal dbMowsb (Abbot et al. 2011). xanagy®o

3505MRg30L LaBobssmBogam sadg6@8gdn dgdgans: g™
9600, %3NBYO0 3osMAgzol docmgds@ng Mo dmogmgdo

36105 303 o0, Moash sbamo xamxsgda dg3Mem NBMm byms
Bom3mnddbgds, gomg 03539 RanR0L 0bmngowgdo dMagm-

1 Leogosmamo 3BgMHgdn — 369690, GmBmgdacs (3bm3Mmdgb 8yst xamagdem s (sbmgmg-
30bo @5 M3655MLgdmBal Jmb 9@ mmo Bgbgda sbabosmgda. Hmami Bgbo, beazosman®
869693 o6 gndmoom sMbgdmds bm0mdobogseb (Lodmasomgdabogsb) @ed8meaowmg-
3o, Dmangmma 833mg3oM0 bmznama®o 869Mgdolb s@bgdmdal s@sMmgdlb @gnbal
5@LgdmBb s bmz0¢8d0 Jg8agacn 3mb3Mg@Nm 869MHgdl smByMl, MmamEi(s &3060lL
6906mbgdb.
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©093056; 3gmFg(3, RIORIOMI00 JoMasw obadyomgdymo
3og5m0mgdo RaNBRYM0 35056MRgz0bs, Mmame(z gd3nfMogmo
3830390990930, 56 (3 IMszomMn(3bmzgebos s of (3 Iystn,
beaemm ol ogabgdgdo, Gmdmgdos bmnosmym (3bmggmgdl
353m3MRg3L (3mm3gMs(300l domamn qbafn) 3900 s0blbbgds
M5 RANBRYM0, 5590 MM gMmdbamosdggmo nbongowgdols
30603060, 8b9) Jocmn 396930b gosmBgzam. sbems gobgobo-
MM 1) B Al SbAmgdgb 496980 J39300 gosmbgzsdo,
8 domn 3603369mmds g™ b oo asgnsdmmo.
mMam(3 30300, §(393° (35™M39mgddn 0dsMmmgds bgoMmbyy-
mo 6Gg9d00, HmImgda §3060b Jbmgaemdn 0ddbgds (Zupanc
2010). Gsbs gzofggmos, bgo®mbymo b gwogdal s bagMomme,
&30b0b 539dmmgds @oebomow a965d000 g560bsdmzMgds
0bggg, dmame(s boghome, (3bmggmol Lbgymol sgqdgmg-
3 5 gobommmaoym@o Godo. 3936 (3bmzggmdn g969d0m39
350059(3935 60bsbLBMgabLaDRgMYma J(393980, BmamMn(zes
98mgdbgdo s 0bbE0b]@gdom dotmyma 43939 (Bogomom-
5@, bmgomn Mgxmgdbo, 30dm3ogdal Ggxmagdbo, gyl

Gggergdbo). 853008 3bmzgmgdal ggmergEenb o330
9893y gomamegds dgdgbommo 43939 5 ob 0bgm@Mds(zns,

mdgmo(s dgdgboem J3935L domagl, asdmmab aq969d0b 3mb-
GOMmoEsb. gb J3930m0 06gmM3s(305 byoMmmbym EMgwdn
dgob g®mdbmdol mMmasbmagdols badnsmagdoo s 3 AbGog
39690056 5Msbs0Mn 3533060 56 og3b. bbgs Lo ygzgdoom MHmI
30d3om, 3969390 habgMomo dmu3cnb@nb dnbgmgznm gomam-
0o 3Mm3gbmeo — bgaMmbymo bMgwgdobasb dgdoastin
0bgzm@38s(300L 03xmgdn, d86sb3gmo s ©3584dsaggdgmn
3067565, Joa M3 09y Mo 0bxnm®Is(300L o039dog90b gb 3EIm-
39bmE0, 39698L s gbgdsom. dmBb3scgdmgda dgndemgds
313omdbgb Lbgsabbgs LabEgdol 3md3oyEgHgdom, Hm3-
mgd0(3 ©odbsgdnmns bbgowsbbzs 36sM3mgdmal dngm.
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30gM338 o) Mo 3MMaM398000 03435390 3m(393¢emn 3m3b-
doMgdgmo, M bobolb 0bgm®ms305L dgoyzsbl s Mmam
©55891353938L 3oL — gb YImegFmgbow 58 IMBbIsMgdgmdgs
05dm 3000930 s 893Mow bogmgdaw — 3m33oy@gmal 3bom-
3mgdgmbg. sbg O™, 49693L dgndmosm asbbsdmgHmb bgo-
mbymo bMgogdol s39d4mgds, 350 dogboo s bMgogdL
b bgo@mbamo 363306980b boswgorg 96 bodbgemg — s30m

39690L dgndmosm gsdmabgomb gof339mma Godab g(393960L
a5dmogMgds 56 3gbnb@gds: Bsgomomaw, 3g8 o 56 bs3mgdaw
a0bgnmomgdymo saMgbns b bgmamdos (Mondg sbemabs ©o
1(3bmb dodn) Im (3939 0bnz0w@An, 3o g bbzgddo. Jogsd,
53 doMyzomgdgdol goms, 4969600 J3935 o6 0dotmgds.
badagngFme, bgoGmbam B gmgddn dgbsbamoa 0bgm®mads30s
®5Mb0d6 Mmomdals Jo0b(3 3owag(393s s gb brgds sebHom
— 3dmdmgdabagsb s 3m3yma300lb BMMbo bg3egdabasb
obbsgmom. doMmamas, 396950 0bsfhbgdgb msgosbor Mmmb
bgdmombadbmmo domgzomgdgdal 393 3300MgMboor goms-
(3900bs, 353653, 303gmMgdm, dmgmo sbbagmoamo J3g3000
0bgM@o(300 sbo M5MddL bmEmE s BHNm gosg(399s.
sbg OH™MI, Mobsmsbmdoom, J(3930L goMoymgdsbmeb ghmaw,
3bm3gmgdo megobyBmadsb g96930b g oG nbasb.
Logmobbdm s 360336gmmgabas, M3 sbbsgmoamo
43930 399 3306mmos (08 3bFom, Hm3 badngFgdo Mumbo
®omdabgob Lbsgmmdgb) s gowamhggobomgzal yggmes bog-
0fm 0306985L 0@ gdL. gb J(3930 Sbom maemdada g 3394)-
o (339 gdsmdom 3osanl, nbggg MHmamd(z 4969803760
0bgmMm3s (300, Moasb sbbsgmoamo Ji3930L smbomdmgds
0bngzngo0l dnMgzomagdgdols dabgogom mobag donb(s bob-
9330 begds. @sbbagmoaman 43g30L ob Labgbbgemdgda,
m3mgdo(3 3068 gbmdal 5dmggz96 0bongowl, 398 badogmML
3 &obl 3o, brmmm bsdngcgdo 3obgsb snbBagmnsb 53
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4393006 03 bobgzgmomagdsl. sdom NEBGH™ Jg@ow dmbogds
03 Lobamggdmm J(3930L gogM(3gmgds 3m3yema3nsda. gb
dbmeme bdgbmdFng J3930L 96 gbgds: abbsgmoama 3939
dgodmgds aoamhgbobomgznl aowsdbyzg@o agmb — sbgomoas,
Fogomoma, bonmmdal bybgdobs s ¢bamgdal gows(39ds
389390 gddo. 5308m3, Mmamm(y bgbo, sbdMEsl dmgemg-
o bsdng@gda bogmbmob gubsmmbo 56056 s, &yzgm-
3530 gobMmomo (3bmggmon, bz dobo Labgmdabamgals
dgbogg® aomgdmdo dmgemogbmm, domyggg nemndgds. Moy)-
™o 4(39300L 3dmby (3bmggmgddo, Mmammn(zes 389390 gda,
33mdmgdnb 8ngM sedGal 360d369mmdal dohgqbgdgmns 53
3bmggmgdab H506@ Mm@ 300L 3EMdmMgdgda (Bsgsmomswm,
dacmol: Badridze et al. 1992; Hedrick & Fredrickson 2008). 53
36mMdmq3dgd0b 3mbLbs dbmmme smDMom dgndmgds (Griffin
et al. 2000).

ol 0bygds gb sbama @0dob, sb¢) obbsgmoom dgdgbo-
™0 J(39357 98 3OMdmg3sbmab ©s393d0Mgdom Ladg3bngEm
0bgym®m3d (300 00, Fo36M5d Lygombn 0dgbs Morymas,
M8 ®9ORIOM0m dbmmme goGooal go8modds dgadmyg-
b5 (Bolles & Beecher 2013). ymgge d93mbggzeda, dgdgboemo

43935 ®m3 gzmmnz00b 33006 9&o39ddg gomeMmgds s
3ddmdmgdol dogM smbMesl 393d0M©gds, g3l o ¢bos

06393009L: 33mdgdal Boge s dEs 30 JG03mmsom s (3000-
dgmo bgds dydyndbmgzmgdbs s gMbzgmgddn, med(3s ndgo-
somdos M9380m0gdl, 83g308093L, mg3bgdLs ©s bg@bga-

1 3bmggmgdab Ggob@Emaud30s (oo, 3gmagbotoaghs) — §y39mdsdn mods@gdemo,
36 BY39m35380 8ymgo (3bmzgmgdal dbgdMHag 3o gdmdn dGMMbgds. 58 3Gm(3gLlb

256bs ggoamgdamo y@omgds 80gde XX baggnbab dgmeg Bobgge®da, 8sb d98wga,
(3 (36mdomo gobs, Mm3 ggmyco 396930l g3mbab@ 93930l 3gbomRybgds dg¢-
demgdgmos (3bmggmgdob goMgdg. Gormmo d3930b (3bm39mgdol 3969360z aotgdmdn
©586916935 3HMdmgol BoM8maagbl, B 3o oo o6 o300 @aLBsgmm Bamgdama ob

£393980 (BooMmds, adaemgs @ 9.3.), Gm3mgda(s o930 gdgmos ggma® dxbgdsdo
a00sbaMRgba.
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mm (3bmggmgddn. oMz0bol dngf asbbomyyem Lbigbmdmogo
3905MRg30L 8936 dsgsmomdn LEmMgw sbgomn, ggmmyyz00b
33006 980390 bomdmdmdammn bobgmdgdos asbboeyymo,
m3gmmomzgol ©sdsbsbosmgdgmos J3g30b obbagmas. sbam-
35bOEs dgsmmdgmo §Mnbggmado gammmdsl m@mmbgdobasb
LBogmmMdg6; 39390 gdals Bogsmoamo Dgdma 339 dmgoy-
3569m. 063980 53060 65d0gFgdlL bszdem bbb gs63s3mmmdseda
3006 s EobBsgms 83 dmgzgmol gMho-gMoo 3m3d3mbgyb@o
bs 0ymb (Nixon & Etter 1995). Go@mdss gb 860d3b6gmmgseba?
1bgdo dgomgds MHmAd dmgzsbnbmm, 456Lbgsggds abgmaggs,
FegmA0(3 3M03OHMaMo30Mgda s 3Mmamadafgdow godmadm-
39 35649693L dmEnb. jomnmo@mEmdo yzgms m3gfs(30s
Bababbomos adfmma@adgdymon s domn dg(33ems dgdmady-
m0d; 3m330¢ @9l a3MmaMmadgds 3o dgodmgds sdm (3060l
5 30bbgd0b dgboggMae s sdo@mBazos 3M33nn@gmgdal
dgbadmgdmmdgda 93Mo0 YBOH™M BoMom ©s demogMa, ob-
(3 3535 3o 3@ MEMMb dgsfgdoo.

53 9BO™M Oogmo J3930 bsbosmgdl (3bmggml, dom
39@& bgommbam BMgedn 0bsbgds J3g30m0 0bgm®ds(z0s
©d dom 3980 Mmmo 543L J39300 gosmhgzel babgmdgdal

93my305380. B396, 5005805690, smdom yzgmsdy Moo
(3930070 ©d do@ammEasbadgdymoa G 30boc gsdmgombgs-
0 s, Mmam s Bobl, (39300088 gosMRggzed gosdbysg-
&0 Gmeo dgab&mems Rzgbl gzmemyy0ada (mg3badg 2013).
doMoma(3, 05630635 45bLs JmFgdama ynMomgds snmdm
LgbmdMog aoamhgzsl megal 3odo@omyM dMmdsdo sws-
80560b Boc3mMmImdol dgbobgd (Darwin 1871; Miller 2011). of
1339 99830dm0s 133600 Loboo godgom, MmA ggmmyy309,
893 (3 90580560L BoHIMIMEs Fmn@obs, mgabmdmogaw
5 3M0b(303mo@ 3obLbgoggdymo, dbmmme (3bmggmagdo-
Loogzab sdsbsbosmgdgmoa gbgdom bomndstms, MmIgmda(s,
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3939@°30960r mM3560D3530bo56 (8396069930, bm zmada,
boBmogm®90obgda s .8.) 35bbbgeggdom, 396980 gzmemas0-
ob Boma3domoggm g3bg300b bgombeym 669w gdl mmdmdgb.
0bgzm@ds(300b go(33mms b9y bezoommGo J3930 (3bmzgmagdbs
5 Bg9bL Bnbsedmgddn brgds LEmM g bgnmmbamo B gwogdal
Lodmamgdoom. bgnGmbymo bMgogdo 8oMms396 @ nmgdgb
0bgymmds(300b aMmdbmdall mMgobmgdabasb, bgombyema
bMggdn3g 8561005396 Logbsmagdol g80bosl — godysnEa
0469060 gL, bdmgsbo oy JodoyGa (BgMMIMbydo). bLigbmdog
JoE0B35@ e 60d698bs(s, MHmmgdos Dgdmo gsbzobomgm,
Loabaomab go@s(3980L Mmeo s30LM0so: godm@mbgmmo bndsbo
53 (36mdL 3m@qb306M dgbyz0mgbs o9y b zggdal dogdobs s
65000HMB530 015653mMbaBamgl 3m(393mo nbagnwal dmbs(sg-
390L: o) M3 gbo demngfn mo@gfn ob ¢bacnsbo Imbawamy
dgndmgds ngmb ob. Dgdmo ¢339 9936036900, H™3 3939& (3000
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91



06ma 080l Bgg6gds, M3 dommma oMo g3mm) (30 ©S 5od0-
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053056000 (36m3M930b Bgbl 530 (39mgd96 Mos dgadmads g
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530@m3, dgazodmons @sMgnbobgymo ggmmyyzool dggs-
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®56539006m3g Imba(393980 50580560L ggmmy300lL dgbabgd:

®gmM0g00, HMImgdo(3 90530560L babsdMab m& ggbdby
Los@mmb go693m 30Mmdgdomsb dgamgdslb 303906 95wbgb
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dgemmEogdabs o 3md3mgdbgdal ymgzgmeomam® bmgosmym
9393580 358mygbgdom, 3gmabbdgdgdom babgmmgdgddy, dgb-
08Y39090Ls s 30dmYygbgdal s gamgddyg. 93 Mmzsmmsbggom,
LogofMonme, 3omgmb@mmmaqda 39Mobmogl 03mgosb ,a56-
33535 Mamemb®: ob, dMomme, sMobmegl sMLgdmdos:
50530560l ggmme 300 0bygds bmzoomn&o J3930L (33em0-
mgdal g53m bn@bob Bgbm@odymo (33momgdal ,d0mgdoc®
s afdgmmgds 9@ Y39mgdal, Mmamis beosmao gHo-
09mdal 8 gdbmmmaonol hsdmysmndgdsdy.

56 d9a30dm0d 36 5¢3b0dbmm, Mm3 9bol dgdoagbge
9mg396@o0 6abswogdal s oMo Lo yzob goblbobmgms
(Wittgenstein 1919) 53 396b3g@& 030006 sbo o6ad968 930
0dgbb: LagoMmommms, M3 bo@yzgdo Bobswawgdnbash, 564,
LEdmgFob gemgdgb@gdobast Rodmysmndwbgb, Mmamm(s
33mbgds@03nMn o bigbmdmoga J3930L Bgdbmmmagonals
393030909, 390835 ymzgmeneg® bmEoserg® J3955g-

35d0boedy, ymggmeemoy® LmEosmy®d 4393930
&9dbmmmannl o 30mgdgmo, goMmamgemo asdmygbgds s
&9dbmmmannl gobgomamgds swadnsbol ggmmyysonls aom-
O30 O 5930 dgemn 6ndsbns. 83 3Mm(39Lob dgrgans

gBLogogzol gobgomamgds: Lobgmegdobs s g yzgmagdals
30630006930l 3G (39L0L Mebodwagz0s d©ednsbal BLadozal

Rodmyamndgds, Mmdgmos bo@yzgdolb 3md3mygdLbgdooc (bobs-
©05098950m) 3DOM36985Lmd6 3M0b goM@oMgmom s 3o3-
dotgdgmo. dgbodsdobow, %96 398 Y3gmgds boMmdmadgs, @
d93ga — 5530560b 5bHM369d0.
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03 g03mMbsbgosb, dgbadmgdgmos ©agsb3zbsm, Mm3
Mmgmd(z mbGmagbydow, sbggg ommagbymaw, bmgnom-
@60 qbbEmgdb gbodognmbL: gb godsGomgdmmos Mmam(s
(1) bogmEbmob ggmmyy300b mgsmbsdMobom — bgdma Rzgb
5036900, Bm3 bmznsmao 3939 bogmsbemob sdsbabo-
5090905 ,m33005639"%, 35653 (3m(3bdm 3MLYdsd0 Ydscmmgbo
bgMgaeo 8mddgrgss o B3obo gomadrgss, @ obygg (2)
3Mb3M 9@ Mmoo 5330560l 356300560 gdal mgambasbdMaboo:
056507960bsb, s 9O 303 ©odsgdsdrny, awal mGgs-
60b3d0, s@sd0sbo bmosmy® J3939d0 ghomnggds, nmgobgdl
Leaznoemm@o 439300 §gdbmemmaoasls s 3afMomgmaMan syom-
0393L L 3MoM JMb 3G Mm Bbodngel, 0d bmznsmumo aomg-
3mb gogmgbom, Gm3gmdos ol %9 3oz edogdsdwy
1Bg3L dmbggme.

a3 RobL, 50530560L 56bgdmMdob g (33t gemn Bobo-
™0 &9dbmmmagonss: bbgomabbgs ggmmyysonco Bobsdnmmdab
353m, &9dbmmmans Rsdmysmnds, Mmamz hggbo bmgosm-
D60 39300 sg0omgdgmo bobowmo, zgbo 30Mmdm dgwns-
GMn g6 LodgsMmMbmab. 5©sdnsbgdn 56 s 3g& NMMNgM-
0mdgb, 396 sbmM(309mg96 bimznomy® 4393 Bggbmmm-
309960 dgoob 4o69dg: 30Mggmn 5sd0sbyMa &gdbmmmagons
80643990 0gm, 393rga, @y8rY, 2330560l gzmmygEes
303000656 gmMdL bmznomyo J3930L Bgdbmmmanal ggm-
(3000, (3650, bmznsmy®o J3930L &gdbmemmanals ggm-
(309 396" BgdmJ390098L 58056bg s 360d369cm356
(33m0mgdgdlL 50bBg3L. dogsmomabomgal gobzabomma bfgbg-
dab pEmngMormds:

1 gbodogp®o s bmosmada — 3mabognmo adofob3damgds gommbmgosda, bmom-
mmgosda, gbogmemmansdo. 3nobgs gbodognGobs s bmzosmamal dgbobgd dgadmgds
oLy Badmzgaygamadmm: Go 5ol 50805680 30Mzgman, 364, o gobbobrmgMagh ssda-
560b ymggmoemon©®mdab ©s 8ogm (3bmzmgdab: gLogognco (dobogsbo badysHm) oy
bemgosma@o (306gas60 badysmm)?
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5000LBmgmmadabe s Loy 3nbggdol gobdsgmmdsda, dbme-
momb 3@ gL bobomdon, 35(30L0 @S Jomalb YBmngHOmds
Rodmysmndos Mmam(y s]3980gdsMgdemabs (Jomo) o
5973990905690l (35(30) §(393900. 93 YOMngHmmdal ggm-
930960 B9b3g980, M3 96 Mbs ¢ (36oMHa nymb, bmgosmym
35056MR735900 s Loy ydgma, 3m3mas3053dn, gfmo dbMog,
beagoam@o godmznmgdol dgbsbzals, bemmm dgmeg dbMog,
3m3gma300b Loy zgmgbm gqbgdals godmogmgds 1og3lb Logyd-
3mo: 09©bs®, Modgbows(y 3dmdnstimds o Mab gl dgacze-
300, 3dmdnomgl Lo 3gamob Rsmgmom, 50sdnsbms 3oMggmo
badmgamgdgdo MmM0gb@nMgdammbo mbos ymenmay3b96 3603-
36gmmgabo (3mEbals, Hbofgdabs s asdm@amgdols 3Jmby
Jomgdab god@agemgdado 8mbsbomgmdal dgdmyogs/s3@dsae-
35bg: 9930 domom dsmmgal godfMsegmgds, 0d dobbnm, Hmad Joma
(3mbs, bofgdn o gadmzammgds o6 godMamaym. 3o(3900L
dgdmbgggada 306134 3000 gds 0gm: 0dwgbaw, Modgbowa(s
a03M3mgdal 3Gm3qbo 3o(30Lmgal o6 J3bals LogMmbgl,
y3gms 650M3o@gdgmo 3o3ob godmsgmgdslb bgmo gbymdm-
05, 350 ImM0b s g5bbs 3Mnmgdom, 03 353980, HMImados
boggmamo bmmsbemoab babgmdmagmdom shzgbgd0bgb, M3
3001 30aMR60LS s BoMmds@gdmmmdal gobLs oM gdmma
»396900" s ,bogn” sdg0.

dggaom, dng0mgom gomemgds, Gmmabss bogngMo ©s
BoM38 gd9mo 33900 IMd3mgdmmbgb, Lobsd gsdmsg-
mgdal mbofn 3dmbooom, bemmm Bodngfo s Bomdsdgdemoa
Jomgda g5dmomosbgdmebgb godMogmgdals 3Gm3gbnsb. Mo
0gds by, gb o6 godmEnzbogms bogngMa o bomdsdgdy-
mo Jomgdol 33mo3000850905L, 396ms dodmzzmal 3Gm-
39L0b g83m, OMB(39, 83356 ngm, 83 3GM(39L0m, 35(3900-

Lo o domgdol bmgnamyMo s 06 gmgd&omma dgbs-
demgdemmdgdo 33390600 obzomEs §MHm3sbgmb.
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B396L ™o Ggdbmemanol asbgnmamgdsd gb domgde-
™0 ©d GMoEo3ogmo byMomo dgzgoms: 3900(3060L gobgo-
069353 XIX bagy 396990 (3b50ym, M3 3dmdosmmds oo
Bomdmomaqbl bLobogmsbem 3Gmdmgdab. dgrgasw, ab, Hm3
XIX bogy396gL 98mbgazs Jomms gdabbadsgool dmmbmgbgdals
35hg6s, &gdbmmmannl dogf dgdm@sbomma J3930m0 (33em0-
magdos. dobgoagem 83 (33mamgdobs, §gdbmmmaons g6
30093 56 oym 0d Laggby@mdg, MmMI Jomgdaobomgolb dog(zs
Lodomgds Msb 35393980 goghoboc, Msb — 3ongFnm bHws-
Lo s badydom sanmgdobomgal 3mbinMgbz0sdn dngmmo
3mbasbomgmds. dg3amadds &qdbmmmann@mds aobznmsg-
353 IM0@obs ob, HM3 Mobsdgmmgg bodysmmda, gobgo-
093 439469330 Jormgdl dgdmoasm 3yszgm dgomagdo
©5 mob — obomb 3oMagMym 3089L, 39(3900L MobsdMa
8000mb 3mb 3630090 Imbsbamgmds. ymggmogg gb gge-
demgalb baggdggmb gogomoyomm, Mmd Jomgdabs o 3o(39-
30l bmg0omn@o s 068)9mmgd@nsmada dgbodmgdmmdgdal
3006066905 s 356Lbgs3950L Bodmes Nobmmgl dmdsgsemda
dmbgde.

gm3aeo3g bgdmoddgmab boggdzgemdy dgagoderos
0530b336000, BB s©a3nsbal J3930L ggmey309, Y3afizg-
gl gmgmobs, §gd4bmmmgools ggmmigznss. obyy, 905d0sbals

3m3mma(300d0 bmzoomu@o (393000 gosmbggs (g3mmea309)
30800656 gmdL &qdbmmmanal gosmhggzol gboo.

bg3mo gobgabomagm, BmamE (330l &gdbmmmaoyo
939305 bggbgdl ImEab sMLBmgnmgdol 456353mmmdada
Rodmyamndgdam J3939b. 3bowns, gb (33mamgds, sMg oy
33006 o615 39M@™ J(3935D9, B9bMEG03bgz Imobrgbl as3-
mgbsl, membr, o6 303000 Bmam@L. ;d(3e, Moz dggbgds
begoseg® J3939L, 3boR0s, @30 3mbgMg@amo J330 500
046935 Lgbmeb dgdnmma, 3530b, Rzgbmgal megobmagaw
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365000 393990 S JormmMa J(393900 S 0oMbgdadl. sl
dm0@obl gobbbgaggdal gb Badems — dbmmme 0dsl, HmA ,35(39-
dabo® s ,Jomgdab® L3mM G0 aogdMgds s domy 3babogo 3o(39-
dobos s Joemgdal dgMgnm anbwogdl/Agddnmbs@gdl, oy bbgs
(330madgdba(s, 35L dmagaemn g30Rz9693b.

F3960, 5©53056900l, gg3memy 300 30300bsMgMAL doemnsb
LEGogo s Aggb aomMdgdm: &gdbmmmanal (33emomagds,
m3gmboz aocgdmdn 3o3z0Mmgdom, Rzgbo di3g30L ggm-
(3009, MMMy 300306 (G gdbmmmaons (330l RggbL
J3932L), 2bg3g 3odgeegdgmor (zgbo J3030b 3g(33e0s 03em-
4890098L/38md3gwgdL B39bL gomgabym 60369dDg), memmbeo,
5 303000 MMM, 0339, 35Mg3bmo 60dbgdobs s mzgobg-
6960b 33epoegdob 3oM 33w, 3g0degds KM 303 83Gms-
™0 0b@03o@MmMgdo gLz 9MLydmdL s dgagzadmons sm3gb-
96mor: 90dMag bzgHmadn Ldgbms Mmebsgofomds n3gmgds:
dog. L3mEE 0L gom339mm babgmdgddn Jommgdobs s 3o(3980b

dmbo(393500 bgm-bgms @mmads 9M®dobgml, gtim dg§o
Jomo begds (36096 9d5d0 3Mgb@ngnmo gomomb dgmmdg-
o, by @M ©s @™ 3980 boMmds@gdama Jomo 3meo-
&03mbo 30dm@ab b3965dg. 3R0dMMdm, gL yzgmogy g oM
0807650 NBmgdgdnbomgal dGdmmal bmznsmuMa dmdGom-
d0b, 865390 03 3Mm(39b0b dggans, Mmdgmas dgdmo sxm3gb-
96 9,, Emam@ (3 §330960 8 BodngFn Jomgdal ,odMm6gds”
3m3mma(300b 303Magmgdal 3Gm(39Ldo, 8 gdbmmmanals ggm-
o 300b godm.

Lodmemm bLyFMoma, smdam, sbg YYbos BoM3dmgoanbmo:
500530560 530056 gdL 8 gJbmmmansl, Bmame(z bsgnmota
bmgosma®o J3930L goMsngsm bsboemb. @ggdbmmmaonnls gob-
300567985 3mJdggdL ,49396% 90580560l J(3935Dg s (330l
3ol gggbmE03yMma. dgogasm, 30gdo 30msmMgdsl, Mmwg-
Lo 908305600 ggmme 300 §gdbmemaonol gobznmamgdsbdgs
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@33mgo@ydgmo: 0930 dgbyrgds Ggdbmermannb gzmeyg s,
5005d00b0(3 d96y39@L g3mmy30mbomgdsl. ond(3e, mg-
3906090 go@abobgmnsb 530l 60d6gdn @ Rsbl. 3nfndom,
&9dbmmmangMa 45630056 gds by YBOH™ ©s RG™ LEMsg3-
©gdo.

bgdmnddmnsb godmdpnbsmyg, emgl 300gdo goomsmg-
bob, AmEgLas 9@adnsbal ggmmyy309, 0bggzg, Gmameg bbgs
(3b6m39mgdobs s 3(39656Mggdol dgdmbgggado, bmznamaya
339300 (33m0mgdsdgs edm3nwgdemmon. membe, bogmzbmab
Lbgo, ™Mo (3989@°@0YM0 s (3bmggmyco) bLadgsmbogsb
a0bbbgoggdom, s@adnsbal 3935 3dngew g3mea3ombo-
93L 8 9dbmmmanol gobznmamgdol dodommymagdom. Lo
803304356L Rzg60 J(3930L ggmem (309, 580b Bobsbbomasb-
F369&° dgdmgdgmos, m¢yd(3o (3bo©0s, Azgbo gomgdm by
MBO™M © YBO™ 9o brgds Rzgbo bmosmu®a J3930L
&9dbmmmangdom smbogly.
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Q.

71%9609b0 0MLHBdOL 0EyoL BoM3MIMBdAL
93m@E0Mo bogndimado

deagmm 0390 gobbommmos 00b88gMmay sbMm3bgdals
96 m-gFm0 360d3b5mmzgaba bsgomba, oy Mo@m3 oGl 1bg-
bogbo oMbLgdal o@gs goboggda yggmobomgol s Mo@ma
33630985 9b 0Egs yzgmoe FNEEGNGeda. 3sLyyba 58 Bogbdn
3, (39399 Lombmob gobbabmgMgdedans: o Lomsbemg
st0lb doMmgs (0bgymmMdsznal dogf dobobs s gbgmagnnl),
853ab Rggb, Logmzbmal s0dd8gmgdL, Logmbmyg 339dmgss
o300 Mmami(3 dofmgs (Lbgsbsamaw Azab 3sb badystmb
M35y 9MHm3693al 306mbbMIngMaw, Momae s bgam-
bog@mma@ 3mbymdsl 3nbmegdm). Bggbmgal, Mdsmmygbo
bgeznmo 3mgdggdal 3Jmbg oMbgdgdobomgal, Bodmyo-
396gmos dotmgs bmdagd@nl, 3dsmmggmal gomgdy. dgbo-
do8abo, Mmegbsg smgadzedom aomgdmdzgge badysmman
LogmEbemgl, BmamEg dommgsl, Rzgbo (36mdogmgds sg@m-
3o@Fo@ ,035@qoL" 3dommzggm bydagd@L. sbg 0g3bgds
GoamBE 3oedoher, 2b3y brogorImg® RMbyby,
BomBmeagbo 1dgbogbn o@bgdal dgbobgd. s80@&mds(30s, ™3
Bgbogbo s@bgdol ngs yggmelb gbdal, bemm dabo s@embg-
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dmdob 3@ 30(3909L 3603d3b9mmzaba 068 gmgd@momatia
domnbb3ggzs bgommgds. dgbodsdabawm, qbgbogbo ombgdal

00099 93M9)(300L 3OMEY G0, MoEasb, magsw Mdgbagbo
56bgdab 0gs oMol dsmmgbo byMgzmma dmgdgwmgdal (& 306-
ob) ggmegEeob dgegao-

3bMM3bg60L obEME0sdo gMo-gMmn domsgema, o9 y39-
m3bg BmagzoM0 30cbge 36, 560l gombgs mIgMmal, 1 dgbogbo
LEYEymGomo 5Mbgdol, badystmb dgdmJdgwalb dgbabgd. b
36 560b YOMammE 068 9MaLol @sabs 3doymagnmgdgma jomb-
35: M5 0d0@m3, H™M3 sdnm GB3bol 86 HMPgmodg Hgmogonl
3535 gds/sMasdaMmomgds brgds. Imebdmmazbggdabsmgal
LonbBgFgLm 83 dgdmbizgzadn abss, HM3 o6 5GLgdMAL Labm-
a00mMgds, bambo, dg@-6s3mgdow babamMdmoagaw o@mbgdymmo
3NOGNOYmo ghommds, Gmdgmbsg o6 3dmbroglb mdgMmomal
099, (365000, bbgasbbgs smbgmaom (Durkheim 1915). bagMom
03 0B 930 sMob ab, Gm™3 yzgmes 3umGnes, 564y, Rsdmy-
30dgdmmo s 3gmabbdgdmmoa J393900L, 5BOM36930bs
aEn0gOnmdob Bgbo, 4dzq90L bgbogl sGbLgdsl, Hmdgmacs
Lbgosbbgsbsnmam, dogmad 3s0b(3 N30Mmdme RoGmymoas
Lodyammb dg43b6abs @s Imdomdada. dgzto dmsbEmmzgbabsmgal
9L Bog@o M3gHmal sMbgdmdal sdosbGnMgdgma sGa«-
39b@&0s. Bobgmage 0dabs, HmI 03sbgem 396@0 dgqzoms
039600l 5MLbgdmds Jbmeme dmMaomals sMLgdmbdabamagal
39 (30madgemn, 364, 3065039 onbedmmgdgmoa bgggHm-
Lomgob dog3nm3gbgdabs (Kant 1997), do0b(s, jombgs, o Mo
20dnmgdL 3o(3mdG0mdab 1398 gLmdsl Dgdeybgdaga doemals
63960 szomo doommb, bmmm ma@mm dz0fg babomlb —
360d369mmz560 068 gmad@ oMo ©s/56 bmgosmeymo do-
0bb3gze gobbomb 83 MBIgbsdg Mol mgdobsmzal, 33mag
35Lgbme MRgds.
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mdgFmal sGLgdMdal obadmmgdal sca39689dL oo
bbol obGmMos og3lb — 3mo@mMboob Mgdwy. 53 sfg«y-
396@5(300b, 0bggg, Bmame g Labnbssmdmgam scamdgb-
&9d0b gobbommgs o6 Bamdmowagbl Rzgbl dobsbl. Rzgbn
33m(30655 3035M330Mmm, B 5dmg3L v@ad0s6L Lagydgamb
035Ma90mb 03gMmab, bgbogbo sGbgdolb sGbgdmds. HmA oM
9L 3oma0, Y@M dybEew, Mbgbsgbo sGLgdol 06Ga(30-
@60 M6dg6s, RzqbL Lobsdgomgdo 56 046gdm@s oM (5 Mgmo-
309, 50 (3 039 m0b 5ELYdMINL obddycgdals 5Ga39b@qdo
3 5 (3 @3gMmal sMbgdmdol Momdymygema dbggmmdgdals
3M3mEBGgdo.

0913(35, 3bOHM36930L 0bGMEnsdo 560l dgMmals s@bgdm-
dab dgbebgd gfomn Abggmmds, HmImab yzgmedg 3mbogbama
BmOIPmomgds Mgbg g oM@ds (Descartes 2013) gobsbmzng-
s 5 MmImal Mofymezsy Ibmmme mabazob@ym-mmao-
3060 56a31396@ (300000 dgbadmagdgmo. ©g3oMG0 535mdws,
530 039600l (3693530 ngmemobbdgds bEnmymagamgds,
boaemem Lodystm(s o 9005305605 sMsLOYYMmymEamgdo sto-
3b, bmemme LEYmymGomao sMbgds, M3gMma, o6, abgdogm,
LENmymBamo sGLgdmds, dgodmagds nymb ab, 30b(3 gL (36909
30b(30 90058056L, Maasbs(s, dgudmgdgmos sEsbEmmymaama
0ymb bEgmymgamal 3odgda.

©0939M@0b 93 g5bbadmgMgdsda Lonb@gmgbm abss, MHm3
500530060l (36mdogMmgdsdo bLOYmymBamgdol (36935L ob
LEnmymgomo s@bgdolb ogM gofgosb dgdm@sobamaw daoh-
bg3l. ogndsbbmg®mmo gl 4obdom@gds s dogndmyybogom
LogmEbmob, Gmamez dobabs s gbgmgools doomgals aob-
LodEgMgdsl (mogo 1):

030 9L 3obLbadMgMmgds domgdmmons s bogmzbeg
2560350 B gds, Mmam(z doMmm3zd, 3u0JMmdm, gb 3obybl
L(398L 08 3ombgzsl, HBMIgmag bgdmo ogbgnm: MsGm3 543L
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439 FI@GYML begmygmgoemn oGbgdob orgs @ gmgger
5©53056L LEmymagaemo s@Mbgdal 0b@mos0Ma (369057 b4,
Go8m3 a3043L Azgb yzgmob, 30bsz bodysGmb smddabs s
3obdg MgRmgdboob ogbrs gmgdgb@esmymo ybaoma o43L,
LEYEmymGomo s@bgdol dgbobgd bomB8mmagbs? 3obmba 53
30mbgobg, 3x0dMHmd, 0bss, MmI MmEgbsz 3obygdo aomg-
3m3(339m0 Lodysmmb smddsl, bogmzbeg, Gm3gmoas Rzgbo
356 9dm3 (3390 badysHmb 360dgbgmmgabo dgdeaqbgmoa bab-
0m0d, 339dm 930 53590 MmamEi(3 Jomgs. BoMmgs, HmamM(3
503603bgm, bmzosmy®o §3gwgdab, d3930L m30bgdss (ab.
Bgdmo: mago 3. bmgnsmyo 3939 960l gomgdmb dommgs
0bgm@M3s (3000 badyemgdom). dgbadsdabaw, Aggb, sts domEm
0b@o (309960, 5Msdgm gd3oMmnymos(s 3o, 30(30m, MHmJ
domgs bomdmmmagbgmoas bydogd@ob gomgdy. dgrgasw, h3gb
3096 s g3 bogm bl doGommdsl Rgqbgzg, bomImbab-
3000 37(30mgommdom, 3nds@gdm ddsMmggmo byydogddob
goancsb. dgogasw, badystmmb Bggbngg semdds, ab@wa(znal
ombgbg, 53mbLEMMoMmadlL IgFmnl, Mmam g LadysMmb
33sMogzgmalb, n@gsb.

obyy, B396 smgngdzedm Lombmgl, Gmam@ (g JoGmgs,
boemm Lagyomoetn msgobs ©s bmosmyMa bob@gdol
sbammanom, mgoomMgymygdboosb gsdmdwnbsmyg, 3ozmom,
03, B30 5ML7dMEL Jomgs, Mbws sMbgdmdoal bydogddo(s.
9600 dgbgogoom gb (3bswons: 565 bbgs 306 ¢bws nymb Lad-
gotmb dMsgomagimzgbadols, boGommabs s godsGoymao
3domdol dobgbn, 019y 56 30637 505305600 Bbasgbo, membo
35699 DmIma© MR, oo dgbadmgdmmdoms s 3mddgogdal
SsMgomom?

B396030L 0bs, BmM3 BoFmgs 33Mmzgmo bimdogd@ab gotgdy
dgndmgdgmos, mogobomogom (3bowos: dsMmgs hzgbmgal
3bmmmE s 3bmemme Ldogd@ob dogmss dgbodmgdgmo —
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»90M3mme” 0d0@m3, Hm3 R396 bozmsbemol yzgmsdy Mommao
B30l bomImdoggbmgdo 3o s Azgb JogM domogs bot-
dmma9b9mos §30bol — Rzgbmzgal nbggm@mas 300l M3oGmdm
Igmmdgmobs s bmzosmyo 43930L 33smmggmoal — gofgdy.

03 b gmmdam goboggda bgds, Mo@ma g3043Lb 0dgMonl
dgbobgd ab@mozomo bomdmoggbs: 0d0@md, Mm3 bozm(zbemg,
3ol IMsgomigmmgbgdsobss Azqb gomdgdm semgzndzedm,
oMol dofmgs, bonmm mogow Azgbdo gb dommgs 3oMmmdme
0b& M3 & nMEgds, Mmams bydogd@ob 80gm bomdmgdy-
mo. dgbsdsdobo@, mogobmagaw, sbammanom, beogds hzgba
Logomoma godmzomgdal goms@obs bydabdngm ooy
LobBgdadg s Ladysmml, Amamm (s @dgMmab, domgal IbsM-
dmgdgmon bydagd@ob BngM, doGmymal oedds.

mgm& s bobs 0539830 0gb0dbgom, Lozmzbmab ggmeey-
300 bemgosmao 439306 ggmemyz00s, beagmm (3bmggmgdals
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