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Abstract

Muscle fatigue is a well known phenomenon observed not only in athletes but also in the daily lives of
healthy individuals and patients with chronic diseases. Nevertheless, the mechanisms underlying muscle
fatigue are complicated and include many stages from the central nervous system to the interaction of motor
proteins, myosin and actin. In the current literature review the biochemical factors directly affecting the in-
teraction of myosin with actin are presented and connected with the manifestations of muscle fatigue at the
functional level. This information is also connected with sports performance of healthy individuals and the
changes in functional capacity of chronic patients.
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Hepidnyn

O poikog KAPATOg ElVAl EVA YVOPIHO PALVOHEVO IOV IAPATNPELTAL TOCO 0TOV AbANTIOpO 000 Kat otnv
Kafdnpepvotnta vy®V atopev Kat acfevav pe xpovieg madroetg. Qotdoo, ot pnxaviopot pvOpong Too eivat
Wattepa nepimlokot kat meptAapBavoov moAd otadid, Ao TO KEVIPKO VEDPIKO COOTHA MG KAl TNV Kd-
Oaotr) aAAnAenidpaot) IOV KVNTIKOV IPOTEIV®OV, TG TDOCLVIG PE TV AKTivI). ZTnV Hapovod PiBAoypapix)
AVAOKOIINO1) TIapovotalovtdal ot mapdyovieg mov endpovv amevbeiag otnv alnlemidpaon tng poooivng pe
MV aktivn Kat yiverat oOvOeon pe TG EKPAVOELS TOL KAPATOL 0g AELTOLPYKO erminedo. EmmAéov yivetat oo-
VTOHI 00VOeoT] pe TNV abBANTIKI) arrodoor) oe DYU] ATOPA KAl T AETTOVPYIKI] IKAVOTNTA XPOVIA IACKOVI®V.
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I'evikn) eloaywyn

O poikog Kapatog elvat £va @Aaivopevo eDPEMS YVOOTO oL propel va odnyrjoet oe coPapovg arAd oo-
v110m¢ avaotpeyiong AeITovpyIKODG IEPLOPIOODG TOOO Ot eSO PLIKIG AEITOLPYIAG 000 KAl OLVOAIKIG
oopartikng anodoong. [Tapott 1o paivopevo avtod et pehetnOei deSodikd edm Kat apketég dekaetieg, 1) Attt
oloyla xat ot mapayovteg podptorg Tov napapévooy nepinhokot (Karatzaferi & Chase, 2013). Onwg €xet 6ta-
tonmbet aro 1o 1981 (Edwards, 1981), og poikog kapatog opiletat 1) pelmon Tov AIAITODHEVOD 1) TIPOCOOK®-
HEVODL PDIKOD €PYOD 1) PLIKIG SOVAPIG Yid TV eKTEAEOT) Oplopévng Opaotnplotntas. Ilpaktikd avtod petra-
@pdadetat oe MOANEG alAayEg Ot PLIKI AeLTOLPYId, PETASD TOV OIOI®V IAPATPOLVIAL HEIDOT] TG PEYLOTNS
OOPETPIKIG DOVANNG, Pel®on TG PEYL0TNG TAXLTITAG OLOTOAIS (BPXLVONG), HEI®ON) TNg TAPAYOHEVNG HUT-
Kr)g woxvog kKabmg kat xkabvotepnpevr poixn ydAlaorn (Fitts, 1994), onaog Stamotoveratl oe ‘PAKPOOKOMKO
erminedo IIy {1 HETPL|OELG O PO TOKOANA IIPOKANONg Kapatov. Opmg avtég ot Aettovpyikeg arlayeg propet va
etvat amoteleopa peTaPorav oe Sidgopa emimedd tg PTKIG AeLTOLPYLAG, AIIo TO KEVIPLKO VELPLKO OLOT A,
) obCevdn diéyepong — CLOTOANS, £wg Kat TNV Kabavtr) aAnAenidpaon @V KVITIK®OV/ CAPKOPEPIK®V IIP®-
TEVOV, TI)G HLOOIVIG e TNV aKTivI. KOO T1)g IAapodOoIg avaoKonnong eivat va oodntnboov ot mapayovieg
oo emdpovv amevbetag otnv aAAnAemidpaon) g PLOOLVIG e TNV AKTLVI] KAt COPPANAODY OTO PALVOHEVO
TOD PLIKOD KAPATOD.

Ixetikég Bewpieg

Ot dvo emxpatovoeg Oempieg yia TV eneSrynorn ToL QAIVOREVOD TOL PDTKOD KAPATOL Of eminedo alAn)-
Aemidpaong CAPKOPEPIKMV MPATEIVAOV KATA TOV KDKAO T1)G EYKAPOLAG YEPLPAS elval AOY® «AVAOTOALG aIIO
rpoiov» [product inhibition, my (Karatzaferi, Franks-Skiba, & Cooke, 2008)] 1} Aoyo Swatapayrg oe apeoa
evepyetakd anobépata [energy depletion, my (Karatzaferi, De Haan, Ferguson, Van Mechelen, & Sargeant,
2001a)]. [Tapdyovteg mov éxovv diepeovnOel Kat éxet @avel 0Tt ennpedalovy T AeToLPYLA NG EYKAPOLAG YE-
PLPAG KAl OLVENMS T AELTODPYIKI|] AIIO000I] TOL PLOG eivat 1) oSeoPfaocikr) wopporria (pH) Tov eowtepikon
TOD PDOG, 1] OLYKEVIPAOT] EMUIEO®V TPLUPROPOPIKIG adevooivrg, dipmopopikr)g adevooivg, avopyavoo 10-
vtog pao@opoov [ATP, ADP kat Pi, avtiotoiya, my (Debold, Longyear, & Turner, 2012; Karatzaferi, Myburgh,
Chinn, Franks-Skiba, & Cooke, 2003; Nelson, Debold, & Fitts, 2014)] xat aoBeotiov (Debold, 2016) xabwg &-
ILO1G 1] POOPOPLAI®OL) TOV EAAPPOV aAdO®V TG poooivng (Karatzaferi et al., 2008) xat to oedwtikd oTpeg
(Debold, 2015). Ot mapcdayovteg avtol vreloépyovtat Kat otig 6vo Bempieg Tov PATVOpPEVOD TOD POIKOL KAPA-
Tov.

Ieipapanixég mpooeyyioeig

O poixog xaparog éxet peletn et oe avBpmmoog xat oe {oa (in vivo), oe anmopovepévoog poeg (in situ),
al\d Kat og aropovepéva pookvttapa (in vitro). Exet fpebet mmg 1000 oe in vivo 600 KAt oe in situ PeNETeS, 1)
napay®yr) OOvapng alAd Kt 1) TayOTTA ODOTOALG avaoTéAAovtal Katd tov kaparo [my (Bogdanis, Nevill,
Lakomy, & Boobis, 1998; Karatzaferi, De Haan, et al., 2001a)]. Qotoco otig peAéteg avtég epmhéxetat mAr0og
HAPAyovI®V OIMG TO VELPIKO oLOTNHA KAt Ta armobépata evépyelag Ki €10t Sev EMTPEIONY EOTIAOHRO OTODG
Hapdayovteg oL ennpedaloov v kadavtr) aAAnAenidpaon tov Kiviikeov npeteivov. EmmAéov oe avtég tig
peléteg Sev elvar Govatov va dlay@Plotody ot Poilkég iveg Tayelag kat Ppadeiag ovoToArig ov oG eivat
YVQROTO €00V Sla@OopPEeTIKO IPOPiN avoxr)g oTov KApato Kabmg ol eyKAPOleg YEQDPEG piag tvag Tayeiag oo-
otolr|g katavalwvoov 1o ypryopa ATP ocoykpirikd pe pia iva Ppadeiag ovotoArg (Bottinelli & Reggiani,
2000). g ex TOOTOL TIAPOTL Ol PEAETEG AVTEG PITOPOLY VA 0O YI)OOLV O€ OIHAVTIKA OLUIEPAOPATA, AOY® TOV
OTL KaTd ToV Kapato ovpPatvoov alhayég oe moAovg petaBoliteg mov ennpedfovv Tavtoxpovag ITOANd op-
YAVIKA ODOTHPATA, 1) OOVOEOT] ADTAOV TOV PETAPOADV pe TIG AetTODPYIKEG aMNayEg eivatl GOOKOAO va arodet-
XOetl yla kaBe mapdayovta Tov evola@EpPovTog [ag.

Onwg avagépbnke, pua dnpo@iirg vnobeon yia my edrynon tov petafolmv otnv alnlenidpaon g
H0OOLVIG PE TV aKTiVI] KATd T OWIPKELT TOL KAPATOL €1Vl OTL aUTI] AVAOTEAAETAL AIIO TV avinorn TV &-
NUIEOMV CLYKEKPIHEVOV PETAPBOAT®V IIOD COOCMPEDOVTAL OTO E0MTEPIKO TOV HLIK®V KoTtdpev. H dtadka-
ola avtr) Yoot 0g «avaoToAr] aro mpotov» naifet poAo ot 0pdorn HoA®V ev L@V Kat aAlob otov opyd-
viopo. Ot enurtwoelg avtov 1oV petaPoittov oty alnAenidpaon poooivrg - aktivng éxovv peletnOet e-
KTEV®G P S1dPOopeg MEPAPATIKEG IIPOOEYYLOELS, 1€ Mo TETLXNEVT) T PEfodo g armopovapevng Stammepatr|g
tvag, ®oTO00 MOAAEG TITLXEG TOLG TAPAPEVODY ADIEDKPIVIOTES.

Movtédo 1 amopoveugvyg d1amepatg tvag

Me oxomo ) peletn) g vIrobeong «avaoTtoAr] amod IPoiov», yid TV KATAVOI 0l TOV EMUTTM®OEDV EMAEY-
pévov petapolttov onmg 1 ADP xat to Pi éxet mpaypatonow et mAr)0og epeovaiv 0e AIIOPOVHOHEVES KAl AII0-
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pepPpavapéveg (Sramepatég) puikeg iveg (skinned or permeabilized fibers) (Cooke & Pate, 1985; Debold,
Romatowski, & Fitts, 2006; Karatzaferi et al., 2008; Pate, Bhimani, Franks-Skiba, & Cooke, 1995). X& aoto to
in vitro napaokedaopda 1 pepPpcvn moo mepPAiiel TV iva (CapkeiAnppa) anopakpoveTal pnxavikd 1 xn-
HIKA dlatnpovtag v opydvaor ToL odpkopepiov avémagn. Ot iveg evepyornotovvtat oe dtahdpata moo
nepexyovv aoPeotio (Cazt) xat ATP (Cooke & Bialek, 1979). H pébBodog avtry emtpeénet v aSloAOynon tov
OLOTAATIKOV WOI0TTOV T®V HDOKDTTAP®V LIIO eNeyyopeveg oovOrkeg (m.y. pH, Beppokpaocia, ooykévipaon
petaPoittov) xabaog xat Tty AIOpOV®OIN AAGV IAPAYyOVI®V ONMG O PNXAVIOROG O1EyePONG-ODOTONNG e
ATIOTEAECHA 1) EPELVA VA €0TLACEL ATTOKAEIOTIKA EVTOG TOD PDOKDTIAPOD KAl OLYKEKPIHEVA 08 OAPKOHEPLKES
Olepyaoteg.

I'a mv xatavonorn) Tov pPoikod KAPATOL O¢ eminedo KIVITIK®OV IPOTEIVOV Oa IIpéret apyIkda va yivet me-
PLYPAQT| TNG OLVEPYATIKOTNTAG PETASH TOV 2 PACIKOV KIVITIKOV IPOTEIVOV yid TV IAPAy®Yyl] POiKod ép-
yovu 1] onoia mpayparomoteital oe pia aAAnlovyia yeyovot@v oL elval YyVaoTy ©F KOKAOG TNg eyKApo1ag
vépoupag [BA. (Cooke, 2007; Walklate, Ujfalusi, & Geeves, 2016)]. Ze avtov tov KOKAO 1) poooivn mpoodévetat
OtV aKTivi] KAt eKTEAEl PLa «IIeplotpo@r)» (power stroke) Imov mapdyetdt Amo TV Kivior Tov THHRATOS TS
ehagpdag aivoidag g poooivng (myosin light chain domain). O kvK\og TG POOdEONG Kat ATOSECHELOTG
g poooivng otnv/amnd v aktivy evopxnotpaoveral amo 1) déopevorn) kat vdpoivor g ATP oty xepalr)
g poooivng. Amovota g ATP, i) poooivr pe v aktivy dnpovpyody évav 1oxopo Seopod mov opileTal ®g
ovpmeypa akapyiag (rigor complex). Avtd 1o otadio Bempeitat 1o TeAevTaio TOL KOKAOL TG EYKAPOLAG YE-
popag. Me 1) 6¢opevorn) g ATP ot poootivr), 1 axtivy) armodeopevdeTal amod T Poooivy) Kat avto odnyet oe
dlapopa oTadld oL CLVOIITIKA Heptypa@ovtal og otddia 1-6. Enetta ano to otddio 6 oto otadio 1 n pooot-
V1] avtaAdooel €va 10X0PO DIIOOTPOPA, TNV aKTivy, yua éva allo vnootpopa, v ATP, pe v omoia &yet
peyaAdTepn ovyyévela (Kat £Tot emépyeTat poikrn xdAaon - otddio 7) (ITivaxag 1).

ITivakag 1. O kok\og TG eykapolag yepopag. Ztadia 1-3: oradia xyapnAng avamrodng taong. Ztadia 4-6: otadia vynArg
avarrrtodng taong. Xtadio 7: otadio dwatading npepiag

Zfoﬁla Ku@ov & AMNnMovyia yeyovotov
YKapoag yégupag

A¢opeoon ATP anod ) poooivr) petd v arnodeopenor) g AKTivg

Zradol (post-power-stroke)
SdSL0 2 Y&polvorn) g ATP (ADP Pi) kat mpogTopaoia meplotpo@r|g eyKAPoI®V YepuP®V (pre-power-
stroke)
TS0 3 H pvootivn dnprovpyet évav acbevr) deopod pe v aktiv xopig
va Dapdayetat Taor)
Ztadwo 4 Ioopeplopodg Kat mapaymyr) Taong
TS0 5 Amnodéopevon Pi xat oxnpatiopog dovatod deopod petadd poootivng - akTivig Iapdyovtag a-
KOHn peyalvtepr) tdor) (power stroke)
TS0 6 Amnodéopevon) ADP kat dnpiovpyia akoprn 1oxopotepon deopod puooivig - aKTivg mapayovtag

akopun peyaivtepn) tdon (otddlo akapyiag-rigor bond)
Auatadng npepiag (ot Kealég g poootvng ‘akovpIody’ oto mayd vipdatio kat Oev alAnert-
Ztadwo 7 OpoovV pe TNV axTivn). Oeopeitat 6Tt 1) didtaldng npepiag SlatapdcoeTal Ao Tr) POOPOPLAIGOT)
TOV EAAQPOV ANDO®V [1DOCILVIG.

AVaoKoOm o1 OXETIK®V EPEDVOV

Emimrwoerg emleypévov petafolitedv otnv alknderiopaoy Tov KivnTIK@V TPOTEIVOV («avactods) amd mpoidv»- product
inhibition). Ol eMIITOOELG TOV PETAPOANT®V 0TI PNXAVIKE] KAl TOV HETAPOMOPO TOV POTKOV VOV EXOLV pele-
m0el exTeVOG Ot Pia Oelpd epyaotnpi®v. ATIO IIPONYOLHEVES PeAETEG EXEL YIVEL YVOOTO OTL Katd T1) OldpKela
oynArg évtaong dpaotnprotntag, o pH tov e0ateptkod ToL PLOG propel va pewwbel amo mepimov 7.0 €mg
repirrov 6.2, 1) ovykévipwor) tov Pi amo ehayiot) @tdvet ota nepimoo 30mM, 1 ovykévipwor too ADP avdd-
vetat and ~20pM oe ~200pM eve 11 ovvolkn) ovykevipwor tov ATP pewovetrar amo ~5mM oe ~3mM
(Bogdanis, 2012; Bogdanis et al., 1998; Karatzaferi, De Haan, et al., 2001a; Karatzaferi, De Haan, Offringa, &
Sargeant, 1999; Karatzaferi, de Haan, van Mechelen, & Sargeant, 2001; Raymer, Green, Ranney, Marsh, &
Thompson, 2009).

Kdmoteg mpwteg peleteg edeiéav ott to xapnAo pH xat 1 oynAr) ooykévipaor Pi 0dnyovv oe peiwor) tg
dvvapung ovotoAng ave tov 50% (Chase & Kushmerick, 1988; Hibberd, Dantzig, Trentham, & Goldman, 1985;
Metzger & Moss, 1990b; Pate & Cooke, 1989) kat e€nyoov pepikag Tov kapato. EmmAéov, otig napanave
peléteg 1 petoon tov pH emPpadove v taxdTTa OLOTOANG Kat T dpactikotnta tng pooowvikyg ATPase
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kata 20% (On\. emPpddove Tov KOKAO TG EYKAPOLAG YEPLPAG) Ve 1] DYNAL ovykévipwon Pi, av xat emt-
Bpadove 11 dpactkotTa g pvoovikrg ATPase xatda 10%, dev eiye KAmowa peTpI|own emidpaorn) oV ta-
XOTNTa CLOTOATG.

Q01000, veotepeg peETeg, O OXeOOV PLOONOYIKI) Beppoxkpaoctia édel§av pia pikpoteps), oe GOYKPLON He
petprjoetg oe xapnAotepr Oeppoxkpacia, copPolr) tov yauniod pH kat tov avinuévoo Pi ot peiwon g na-
payayng dvvapng katd tov kaparto (Allen & Trajanovska, 2012; Debold et al., 2012; Karatzaferi et al., 2008;
Westerblad, Bruton, & Lannergren, 1997). I'a napdadetypa, ot pekétn tov Pate kat oovepyatov (Pate et al.,
1995) omov efetaotnke o pdoAog tov pH mAnoiov gpootoroyikav Beppoxpaciav (30°C), Bpebnke og eve 1) o-
Sewon) (pH 6.2) otovg 10°C mpoxdleoe 11el®won) WOOPETPIKI|G TAONG KAt PEYIOTNG TaXVTTAG ODOTOALG Kartd 55 %
kat 30% avtiotoya, otovg 30°C 1) woopeTpiky) Tdon pewdnke povo xatd 20% eve 1) TayvINTA OLOTOANG de
pewwbnke. Avtiotoya ) enidpaor g vywnAng ooykevipwong Pi (30mM) oe covdoaopo pe to xapnio pH (pH
6.2) €xet Ppedel va eival pikpdtepng onpaoctag otovg 30°C coykpitikd pe petrprjoelg otovg 10°C av xat mdaAt
npoxaleoav ‘kapato’ (Karatzaferi et al., 2008). EmmurAéov, 1) teAeotaia peAétn) amokalvwye Kat tov Sumho poo
S PROPOPLAL®ONG TV edagpmv albowv pvooivig (MyLCs). Ze katd ta dAa @ootoloyikég ovvOrkeg, i
POo@opLAlon TV MyLC 0drjynoe og emtdyvvor ToL KOKAOD TNG EYKAPOLAS YEPLPAS, EVE OTAV EMKPATOD-
oav Kapatoyovotl napdayovieg (oynAr ooykévipworn Pi kat xapnio pH) n eoopopvlioon tov MyLC odrjyn)-
o€ Og MEPETAlP® eMPPAOLVOTL TOL KOKAOD TG EYKAPOLAS YEPDPAC,.

Ot veotepeg avtég peléteg propet va exovv deilet pikpdtepn ovpPPoAr] g 0$EMONG KAt TG OLOOMPELOLG
Pi otov poiko xapato, dev avalpodv @otoco avtr) v vrrobeorn kabog vIIO TV IApovoid TOLG 1) AELTOLPYIKI)
arodoo1] TOV POIK®OV VOV avaoTéAeTal avap@opntnta onpaviikd. Avtoi ot 2 petaPoliteg Aoutov @aive-
tat va e€nyodv oe peydlo Pabpod, v napatnpovpevn) PEI®OT] TG IAPayopevng OOVANG Katd ToV KAPATo,
X0PI OP®G Va OIKAlOAOYOLV TI| PEL®OT] OTNV TAXLTTA OLOTOANG 1) T HEl®ON OTNV TAaXLTTA T1)G HVOOLVIKI|G
ATPase. Exel vmetogpyovtal Hapdayovieg Onwg 1 ¢oopopviioon 1@v MyLC mov 0ev ¢yovv mfjpwg dlepeo-
v O¢el.

H avinpévn ovykévipworn Pi mov mapatnpeital Katd Tov KApato propel va cOPPAAAel ot pelopEvn
arodoor) Tov oG emOPAOVIAG OTOV KOKAO T1)g eykapoiag yepupag (ITivaxag 1). Katd ) poikr) ovotolr), To
Pi anelevBepovetal amo T poooivy) Ipv dmo v HePLOTPOPIKT| Kivnon 1) ot v apxt) m¢. To odpmieypa po-
ootvng-ADP-Pi priopet va deopevoet v axtivr oto otadio 3 omov dev mapdyetat taon. Mia dopikr) alayr)
g poooivng odnyet oto otdadio 4 o6mov napdyetat tdon. H aneAevbépworn) tov Pi otabeponotel avto to otd-
o0 xat odnyel oe emmAéov napaymyr) taong. Eav oe avtd 1o otadio mpootebet Pi o kdxAog avtiotpépetat
KATAAIYOVTag o€ AlyOTepeg EYKAPOLEG YEPLPEG Oe oTAdIa HApay®y1)g Taong (otadia 4 kat 5) Kat oe ePLoco-
Tepeg YéQLpeg oe otddia pn napayoyrg taong (otada 1-3). Avtd Oa éxel og amotéAeopa T pelpévn mapd-
yoyn dvvapng kat pa emPpdadovor) TG TaxLTNTAS OLOTOANG IToL propet va dnprovpyndel ammd moAleg e-
YKdpoteg yépopeg ota otadia 1-3. H emPpadovor avtr) opng iomng etvat modd pikpr) kabomg oe avtd ta otadia
01 eYKAPOleg yepupeg Oeopevovv v aktivy advovapa (Cooke, 2007).

H peiwon tov pH amo my dAAn emdpd pe mo nepimloxo tpono. Ano ) pia to xapnio pH ennpeddet
xopodudtadn tov KivnTkeov npateivov (Umazume, Onodera, & Higuchi, 1986), ad tnv ai\\n xat ta npe-
tovia (H*) xabavtd mov eivat nmpotovta g vdpoivong g ATP pmopovv va coppdiiovv oty emfBpadovon
oL PLOPOL LOPOALOT|G NG KAl CLVENIMG 0T pelwpEVT mapayayr) dvvapng (Cooke, 2007). Exet Bpebet axopa
IOG KATA TV 0&émor) 1) dovaprn oto otddio 6 (0Tadto LYNANG HAPAY®DYIG TACIG) PEWMVETAL ONHAVIIKA DIIO-
dewkvvovtag dapeor enidpaon tov H oty alnAenidpaon petalvp pvooivng - axtivng (Fabiato & Fabiato,
1978). EmuAéov 1) dovapn ava eykdapota yépopa alAd Kat o aplfpog tov eykapolov yepopmv mmov Ppioko-
viat oe otddla mapay®yrg DYNALG TAong Exovv @avel va HEOVOVIAL LIIO TV Iapovoia yapniov pH
(Metzger & Moss, 1990a, 1990b). Qotooo o pnxaviopog pe tov omoio to xapnAo pH oopPdaliet otn petopévn
TaLTTA OLOTOAIG IAPAPEVEL AOELKPIVIOTOG.

‘Evag axopn petapolitng, np ADP, propei Beopntikd va petwoet To pubpo tov KOKAOL Tg eyKAapolag yé-
PLpaAg Kat €10t va empPpadvvel Vv tayxOINTAa CLOTOANG 1] 1) dpaoctikoTnTa g pooovikng ATPase (Cooke &
Pate, 1985; Metzger, 1996). H ADP nov onwg npoavagépdnke, 1 OOYKEVIP®OT] TG KATA TOV KAPATO PITopet
va aodnet amo 20 oe 200pM propet va petooet T péylotn TayotnTa cLOTOANG aAAd ard v dA\n va od1)-
yrjoet oe avdnorn napaymyng wopetpikng dvvapng (Karatzaferi et al., 2003). Avtég ot avtifeteg Aettovpyikég
amnokplioeig otv avlnon mg ADP pmopodv va egnynfobdy amod tov aviayoviopo g pe mv ATP wg vmo-
otpopa ot Beéon mpoodeong vookAeotdiov tg pvooivng. Etot np ADP pmopet va emPpadovet v amodée-
OHELOT] TOV EYKAPOI®V YeQUP®V aro v aktivy. Emum\éov, katd tov kapato nj ADP pmopet va oopdailet
0TIV OWKOVOpLA TG PUIKI|G ODOTOATG (tension cost) Tomofet®@VTAg IePLO0OTEPEG EYKAPOLEG YEPDPEG O OTADLO
dvvartrg mpdodeong pe TV AKTivi), avSavoviag TV LOOPETPIKT] dOVANN KAl OLVEN®S emBpadbvoviag Tov
KOKAO TG eykdapotag yeépopas. H ADP amodeopedetat amod 1o obpumAeypa poooivig-aktivig mpog to téhog
TG IEPLOTPOPIKIG Kivnong, Katd T1) petapaot) amo to otadio 5 oto otddio 6. Etot 1 avinuevn ovykevipmor)
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g Oa prropovoe emiong va emPpadvvel v AIIOGEOHELON TOV EYKAPOLOV YEPLPGOV (OII®MG KAl OTNV MEPITT®-
on petwpévng ooykévipaoong ATP) odnyavrtag oe xapnAr) dpactikotnta pooowvikng ATPase, agrvoviag étot
[IEPLO0OTEPES EYKAPOLEG YEPDPEG O OTADLA MAPAY®DYT)G DYNALG TAONG KAt emPpadvovoviag TV TayvInTa oo-
otolr)g (Cooke, 2007).

Emmraoeig thg d1atapayrg oe dpeoa evepyeiaka amobeéuata (energy depletion theory)

‘Epevveg pe xpron @aoparookoriag payvntikod covrtoviopoo (31P-MRS) vrodeikvooov pikpr) arlayr)
ovykévipwong Teov emmaedov ATP mov dev Oa prmopovoe va oLpPPANNEl OLOLAOTIKA OTO HLIKO KAPATO
(Tonson et al., 2010). Avtég ot peléteg deiyvoov OTt ot alayég ota emineda tng TayxOTEPNG MNyg avaocvvhe-
ong ATP, g pwopoxkpeartivng (PCr), oxetifovtal ypappikd pe v éviaon) épyov eV eival ep@avr|g 1 peto-
on tov pH xat n ovoowpevon Pi [PA. (Greiner et al., 2007; Raymer et al., 2009; Tonson et al., 2010)]. Opwg pia
advvapia avt®v TV peAetov etvat 0Tt aStoAoyodV Td emIedd eVEPYELAK®DV DIIOOTPOHRATOV OTO ODVOAO T®V
016 e§ETaon POAV KAt 0Tt To oLV 0eg IPO@TOKOANO AOKIONG ELVAL IOOPETPLKEG OLOTONEG. QOTO0O O PETENELTA
PeléTeg Proyimv peTd amd AoKNor VYNALG EVIAoT g o€ KOKAOEPYOPETPO, [E T XPH0N KATAANNAOV avalvoe-
@V 10ToXNHElag Kal XPOUATOYPAPIAS 08 AIIOPOVOPEVES HUIKEG 1veg Ppébnke NG KATA TOV KAPATO 1] OLYKE-
vipwor tng ATP peiwbnke xata 60-80% (Karatzaferi, De Haan, et al., 2001a; Karatzaferi, de Haan, et al., 2001)
OT1g PoiKég tveg Tayeiag ovotoAr)g, pe ta emineda PCr va petovovtatl Spapatikd Kat TapdAAnAn adnon tev
emuedav povopao@popikrg wvooivng (IMP). Exovtag vrioywn ot ) ATP eivan anapaitntn oxt povo yua v
kabaotr] poikr] ovotolr] (myosin ATPase) al\d xat ya tig aviiieg aoPeotiov (Ca?t-ATPase) oto oapkomia-
OpATKO SIKTLO KAt yia Tig aviAieg vatpiov - kahiov (Nat - K+ - ATPase) (Allen, Lamb, & Westerblad, 2008;
Fitts, 1994), pewwoeig té€totag kAtpakag ot ovykevipoor g ATP dev amoxAeietatl va copBailovv oto poiko
Kdapato, Snpiovpyovtag ENAePT) Katd TOIIOvG Ot eined0 OApPKOHEPLOD.

H peioon tng ovykévipwong ATP xat mapaMnAn aoénon g ADP (1) kat AMP/IMP), mBavag va emt-
Bpadlvel TNV AnodeopELON TOV EYKAPOI®V YEPLP®OV, APIVOVTAS ETOL IIEPIOOOTEPES EYKAPOLEG YEPLPEG OF
otadia napaymyng ownAng taong. H emPpadovon g xahaong Oa emPBpdadovve pe avtov Tov TpOIo tov Ko-
KAo, odnywvtag oe xapnhotepn dpaotikotnta g poootvikig ATPase kat mo apyr) tayxdtta ovotoArs. Etot
Kat 1) petoworn ovykevipwong oe ATP Oa pmopovdoe va odnyr)oet 0 Mo apyeg TaxLTTEG OLOTOALG pe diatrpn-
orn) 101 TG Mapay®yr|g Tdorng, 6nAadt) owovopia, eve eSedlooeTal n COPITOUATOAOYIA TOD POIKOD KAWATOD.

ZxoAwa xat oo{ftnon

IMapolo oo vrdapyovv melpapatikd dedopeva mov eSryodv HEPIKMS TO PATVOHREVO TOD KAPATOV, ITOANEG
IITLYXEG TOL HApPapévouV adlevkpivioteg. MANOTA 08 apKeTEg MEPUITMOELG 1) TAXDTITA GDOTOALG Kt 0 pudpog
KATAVAA®OLG evEPYeLag (OpaoTIKOTTA PDOOLVIKIG adevoovotpipaopatdaong - ATPase) enmpealovtat oe
peyaivtepo Padpo amo 0,11 1) napaywyr dOvVapng, odnymviag €10l o PeyaADTEPI] OWKOVOpia (MIKPOTEPO &-
VEPYELAKO KOOTOG) KAl APd MEPLOCOTEPT] IIAPAYDYT| Epyon avd povada dwaonmpevng ATP. ISwaitepa aonto to
yeyovog etvat mov kadlotd Tov KAPATo OLOWAOTIKA €VaV MPOOTATEDTIKO UNXAVIORO, pia ék@avor ‘oletag
IAAOTIKOTNTAS TV WO0THT®V TOL PO Y Va MPooTatevOel amd pia {1 avaoTpEWipn evepyelakn Kpion).
AKOpA KAl pd tva Tayelag OOOTONLG «OOUIIEPUPEPETAL» ONMG pid tva Ppadeiag COOTOAIG KAt £T0L OAOKANPOG
0 pog Aettovpyet pe «otkovopiar. Metwvovtag tov podpo napayopevig 1oxvog divetat 1 evkaipia oe aAAovg
HNXAVIOPOUG EVEPYELAG VA AVAIIAIPOOODY OLOLAOTIKA Ta emmieda ATP.

Ipaxtikég epappoy<g kai mPoTAoELS

Me ta napandave otoiyeia kabiotatat pavepo ott kat ot dvo Bempieg attioAdynong TOL PLIKOD KAPATOD
og oapxopePko eminedo Ppiokovv epetopata ot Piphoypagia. Maliota napatnprjoelg OxeTKEg e tov
IIPOCTATEDTIKO POAO TOD PDIKOD KAPATOD KAl TOV PNXAVIOH®V AVAIAPOONG POOPAYOVOV KATAOEKVOOLY
OTL 0 XPOVOG AVAIIANP®ONG POOPAYOV®V, OOTE va eivat oe Be¢on o abAntg va enavaldPel Spaotnplotnta
oynArg évtaong eivatl mg tafewg tov lpton Aemtod (Karatzaferi, De Haan, Ferguson, Van Mechelen, &
Sargeant, 2001b). Emopévag ot mpomovitég mpénet va AdaBoov vrmoyr ot eav embopovv Béltiotn anodoor)
amo tovg abAntég tovg oe dpaotnproTnTEg LYNALG Eviaong Ba mpémet va emtperovy v KataAAnAn mepiodo
avaninp®ong.

Ipotacerg yia peAdovtikeg épevveg

Kabmg ta anotedéopata 1oV peketov notkiloov Oa mpemnet va dobel diaiteprn mpoooxr) ®ote va peketo-
vtat ot emAeypévol napdayovteg oe ovvOrkeg minoiov 1oV gootoloyikev. [a napddetypa ot ovyKevIpOOEelg
TV petapolttav, Ta enineda too pH ald xat n Oeppoxpaocia otnv omoia IPaypAaTonolodVIAL Td HEPApa-
ta Oa npémet va emAéyoviatl Kat va covOuadovTal IMPOooeKTIKA 101 OOTe VA IPooeyyifoov 000 to duvatov
[IEPLOCOTEPO TG IPAYHATIKEG OLVONKEG TOL PO Katd Tov Kdapato. ['a napddetypa napott i) Beppoxpaocia
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elvat pia kpiowpn IapapeTpog yia 1) O1e§aymyr] aopai®Vv OLPIEPAOHATMOV O TETOLoL eldovg peAéteg, eivat
évag napayovtag mov ovyvda napapeAeitat kabaog n mieloyneia tov peAet®v npayparonoteitat oe Oeppo-
kpaoieg 10-20°C (Fitzsimons, Patel, Campbell, & Moss, 2001; Gilliver, Jones, Rittweger, & Degens, 2010;
Mollica et al., 2012; Murphy, Stephenson, & Lamb, 2004; Reggiani et al., 1997; Stienen, Versteeg, Papp, &
Elzinga, 1992; Sweeney, Kushmerick, Mabuchi, Sréter, & Gergely, 1988). H onpaoia g Oeppoxpaoctiag xata-
dekvietal yla napadetypd pe Tov poAo tov yapnlod pH mov péxpt mpotivog Bempovvtav i0mg oG o PAcKog
Kapatoyovog mapdayovtag. Neotepeg peAéteg ®otooo mmov npaypatonouwdnkayv oe Oeppokpacieg minoiov tov
@LoAOYIKOV €de1§av TOAD pikpoTepn) emidpaot) Ttov xapnioov pH oy napaymyr) dOvapng Kat Kopieg oty
TAXOTNTA OLOTOAIG.

Emurhéov, moANEG eKAVOELG TOD PDTKOD KAPATOL Ot MABOAOYIKEG KATAOTAOEIG IIAPEVOLY ADEDKPIVL-
oteg (I} OTAav pid vOOoog IIPOKAAEL HETA-PETAPPAOTIKEG AANAYEG OTNV EKPPAOT] KPIOI®OV OAPKOPEPIKMY TP G-
tetvav). To povtélo g anopepPpavepévng poikng itvag pPropel va emttpéyet v DAOIOIN0T TETOI®V pehe-
TOV KAl VA AIOKAADYEL AELTODPYIKODG PNYAVIOHOVE IOV TOXOV HETAPANAOVIAL KATA T XPOVIA VOOO TrG £~
Aoynig x®pig v avaykn moANarmArg SetypatoAnyilag, petwvovtag £tot vy empPdapovon oe aobeveig 1 Tov
appo XpNOPOIOIODPIEVAOV TIEIPARATOLOMV.

Inpaoia ywa ) ook Aywyn kat v [Iowwtnta Zwrg

Eival yv®oto nmg o poikog KApPAtog eivat evag kaboplotikog mapdyoviag yid v abAntki) anodoon
KAl £T0L O gPeLVITEG 0@ Kat dekdaeTieg MPoorabody va KATAvorjoovy TO PALVOUEVO ®OTE va Kadvotepr-
OOLV TNV eUPAVIor) Tov oe abAntég kat va Pektiwooov v amodoot] Toug. O poikOg KAPATOG OP®S ERPA-
vietat kat oe xpodvieg aobéveleg Onmg yla mapadetypa ot xpovia veppikr) vooo (Campistol, 2002). Qg ex
To0TOL 01 aoBevelg GLOKOAEBOVTAL VA COPPETEXOLY O€ MPOYPAPPATA COKNONG Ta omoid £xoov @avel va
@PENOLY O HOVO TOvG OeikTeg LYelag Kat v molotnta TG atpokdafapong alAd Kdat my Kavottd yid
aveSaptn daPioon kat v mowotnta (wr)g (Giannaki et al., 2011; Kaltsatou et al., 2015; Malavaki et al.,
2015; Mitrou et al., 2013; Sakkas et al., 2008). 'Etot nj katavonorn T®vV Iapayovi®v Iov 0d1yovv o€ HOIKO
Kaparto etvat kaboplotikng onpaoctag oxt povo yua v abAntiki) anodoorn alld xat ywa 1 dovarotnta
TOV acfevev va OOPPETEYOLY O MPOYPAPIATA AOKNONG He OKOIO VA PEATIOOODV THV MOLOTHTA KAl TO
IPooOOKIpO T1g {®1)G TOVG.

Emidoyog

Ot punyaviopot Tov Potkod Kapdtov éxoov gpevvn et oe éva nmAN0og peAet®Vv Kat pe ) xprjon nokideov
peBodwv. Ot in vivo Kau in situ peAéteg Exoov 0dryr)0el 08 CNIAVTIKA OOPIEPAOPATA OXETIKA 1€ TODG PIYAVL-
opovg pLOPLONG ALTOL TOL PAVOPEVOD AAAA OXL Ot emimedo KVNTIKGOV Opoteivav. Ot in vitro peAéteg aro
mVv a1, OIEG AvTL] TOV AIOHOVOPEVAOV POIK®V VOV, EQOCOV IIPAYHATOIO0DVTAL 08 OLVOKeg TIOD arTe-
XOOV Ao TNV IPAYHATIKI] KATAOTAOI PIIOPEel Va 081 YI)OOLV Oe AIIOTEAEOPATA ITOD DeV £XOVV EQAPLOYI) OV
in vivo Katdaotaot). Q01600 avth 1 péfodog eitvat 1 povadikr) mov propel va eSetaoet Vv enidpaot emAeypé-
VOV IApayovimv, OIeG 1) ODOOMPELO!] TOV PETAPOATT®V Kat TV 0éwor) Kabmg kat oovdvaopo avtev, otn
poikn Aettovpyia oe eminedo KVNTIKOV IPMOTEV®VY, SATHPOVTAG T PLOLOAOYIKI] OAPKOHEPLKT] PINYCVIKL]
0pPYAV®OOT, KAl ON®G PAiVETAL AIIO THV IAPOLOA AVAOKOINoN éxel ovpPaliet Wwaitepa oty egrynorn tov
poikob xapdatov. H pébodog avtr propel emniong va epappootel oe poiko 10td aobevav mov napovotdafovv
COUIOTOPATA IPOMPTG PLIKIG KOI®ONG adlevkpiviotng attioloyiag. Teétolov eidovg melpapatikeg mpooeyyi-
O€1§ PIIOPOLY AOUIOV va OONyI|ooLY 0TI HIAAEDKAVOI] TOV IAPAYOVIOV ITOL EUIAEKOVTAL OTOLG AELTOLPYL-
KOUG ITEPLOPLOP0DG TO0O0 APANTOV KAl DYIOV ATOPU®MY 000 KAl KAVIK®OV IANBvopav.
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