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Hepidnyn

O oxeletikog pog amnotelet Evav evepyoPfopo 1010, bredOvVVO yia TV Kivion, oo emumAeoV emttelel TOAAAA0ODG
POAOLG OTOV OPYAVIoNO, OTI®S PLOLON ToL peTaPoAiopod Kat Beppopovdpion. Ta PLOKOTTAPA TOL OKEAETIKOD PO
(poikég iveg) mepExovLV pDOIVIOT KAl ADTA HE TNV OEPA TOVG IIEPIEXOVY TIG AELTODPYIKEG OVADEG TOL PLOG, TA
OAPKOPEPLA. XTIV IIAPOVDOA AVAOKOIINOI), IPAYHATOIOELTAL PILd ENIAVECETAOT) TOL PIXAVIOROD ODOTOALG KAl TOVL
POAOL YVOOTMV (AKTiVI), TDOOLVI), TPOIOViVI]) KAl OXETIKA AYVOOT®V (VEHIIOLALVI), TITIVI]) OAPKOPEPIKDV IIPMTE-
vov, oxoAdovtatl avadvopevol IAapAayovTeg IIOL ERIIAEKOVTAL OTOV HIYAVIOHO NG POIKIG ODOTOALG, OtV vyeld,
TNV AOKI101] KAt TV VOOO Kdt MG avTtot ot mapdayovteg mbavmg emnpedafovy TV OLVOAIKI) artd0001) TOL OKENETL-
Koo poog. Emtong oxoAddovTal KAmotleg mMPAKTIKEG EPAPHOYEG TOV ELPNPATMOV TG EMOTNHOVIKLG £PELVAG AN
Kl IPOTELVOVTAL VEEG EPELVITIKEG KATeEDOLVOELG OTO TEGIO T1)G PDOIOAOYIAG TG AOKNONG KAl TG MEWPAPATIKIG
pooloyiag.

A&8e1g xkAewdwd: pootoloyia Tov poog, pooodoyia TG Aoknons, kOKAOG THG eyKApPOIAg YéPopag, mepauatiky] pooloyia, pn-
YAVIKY] TOD H0OG
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Review
Skeletal Muscle: Functional Parameters and Emerging Research Directions
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Department of Physical Education and Sports Sciences, University of Thessaly

Abstract

Skeletal muscle is an energy-consuming tissue, responsible for movement, which also performs multiple roles
in the body, such as regulating metabolism and thermoregulation. Skeletal muscle myocytes (aka muscle fibers)
contain myofibrils and these in turn contain the functional units of the muscle, the sarcomeres, an arrangement of
interdigitizing filaments and their accessory proteins. In the present review, an overview of the mechanism of
contraction and the role of known (actin, myosin, troponin) and relatively unknown (nebulin, titin) sarcomere
proteins is presented. Additionally, emerging factors involved in the mechanism of muscle contraction, and exer-
cise applications are discussed. Moreover, how these factors are likely to affect overall skeletal muscle perfor-
mance in health and disease is commented upon. Last but not least, examples of the practical meaning of selected
scientific data is highlighted for the benefit of the exercise professional or the physiology teacher, as well as novel
or continuing research directions within the fields of exercise physiology and experimental myology are proposed
for the benefit of the physiology researcher.
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Ewaymyn

Ot okeAeTiKol poeg AIIOTEAOLVTAL ATIO YPAPHPMTO HOIKO 10TO, VEDPMVOVTAL AIIO TO OMHATIKO VEDPIKO OOOTIHA
Kat ooviotoovv mept 10 40% tov cepatikod PApoug, pe mooootiaieg Tipeg va kopativovrat amo 30 ¢og 50% oe véoug
eviihikeg avOpeg kat 20 éwg 35% oe véeg evi)Aikeg yovaikeg, avaloya pe Ta enineda dpaomprotntag (Sallinen,
Ojanen, Karavirta, Ahtiainen, & Hakkinen, 2008), tnv ¢ovArn [(yapnAotepeg tipég oe Aotatikong TAnOvopong,
(Zhang et al., 2021) évavtt Kavkaowwv, (Lee, Jebb, Oke, & Piernas, 2020)]) xat v pébodo avdivong (Janssen,
Heymsfield, Wang, & Ross, 2000).

O oxeleTkOg J10g, 0g KOTTAPIKO emmiredo, DAOIOtel pnyaviko épyo péoa ard Ty aAAnAemiodpaoct) eSeldIKeLPEVOV
HPAOTEIVOV, OPYAVOPEVOV O ENAVANAPPAVOPEVODG OXTIATIOROVS, Ta OAPKOpEPLA, fta aAAnAenidpaon i onoia
BaoiCetat otnv xatavaleor evépyelag (tpupaopopixi) adevooivn, ATP) (H. Huxley, 2004; Mcnally, Lapidos, &
Wheeler, 2006). Avtr) mpoodidet 0Tov OKeAETIKO 1L T0 KaBop1loTiko Tov poAo oty petaBolikr) vyeia xat oty Oep-
popovdjton, agpod amotelel TOV Mo «evepyofopo» 10TO 0To avipmIivo ompd, ovpPdilovtag xatd 25% oty evep-
yelakn) 6anavn npeptag, (Heymsfield, Thomas, Bosy-Westphal, & Muller, 2019), ¢xovtag Aoutov kafopiotikr) eri-
Opaor) oto evepyelako 10oCLY10 Tov avlp®Iov.

IM\nBopa peletav exet avadeiletl TV anmAeld poikng PAadag, Mov eMEPYETAL [IE TV DIIOKIVITIKOTITA, TO YI|PdS
al\d xat ta xpovia voorjpata (yia avaokomnor) BA. Malavaki et al., 2015) og pia idiatitepr) mpoxAnorn g ovyxpo-
VI)G EITOXT]G IOV AIIALTEL CUVTOVIOHEVT) EMIOTIHOVIKT] OlePELVIOL) KAl AVAIITLST VEDV PETAPPACTIKDV TEXVOAOYIDV
yla va avtipetemotet. Emmhéov, n emokonnon g extetapévng PipAtoypagiag tov teAevtaiov dvo Oekaetidv
éxet avadeilet v onpacia g enapkovg Poikng PAdag Kat 0OOTHG POIKIG Aettovpyidg (jie armoguyr) ToL IPO®POL
Kapdarov Kat g advvapiag (Sakkas & Karatzaferi, 2012)) otnv npotoyevr) kat Sevtepoyevi) IPOANYI) TG LY Elag
(Kim & Kim, 2020) xat v dwartrpnon vynArg mowotntag {wrg otig peyahvtepeg nAikieg (Distefano & Goodpaster,
2018). AvTég 01 OLAIMOTOOELG EVOLVAP®VOLY TNV ONpaoida g oovexlopevng PAoIKIg KAl EPAPHOOHEVNSG EPELVAG
otV PLOLOAOYLA TG AOKNONG KAl TG PETAPPAONS T®V EVPNPAT®V, yia TV kabodrjynon tov napepPdoemv oe
YEVIKOUG Kl e101ko1¢g MAN00o00g IoATT®V, pe otoxo v dwatrpnon 1)/ kat PeAtioon g poikng padag Kat tng
arrodoong Tov poog.

Zmv napovoa avaoxkonnor 8a oolntnbovv yvmotol Kat avadvopevol Iapdyovieg oL EPIAEKOVIAL OTOV HI)-
XAVIORO TG POTKIG ODOTOATG, OTNV DYELX KAt TV VOOO. Ze Kabe THNA, 08 TAPAyPAPO [IE TOV DIIOTITAO «OXEO0T| HE
MV anodoor 1oL OKEAETIKOD Pog» Oa oyoAldletal 10 I®G aLTOL Ol MAPAYOVTEG eNNPedovy TV arodoor Tov
okeletikob poog. Emiong Ba npotabovv xamoteg mpaxtikeg epappoyég ald kat Oa yivelr avagopd otig mbaveg
véeg KatenBvvoelg oo @atvetat va avoiyoov oto nedio g QLOLOAOYIAG TG AOKN OIS,

Avaokonnon OXETIK®V EPEDVAV & EMPEPOVE GV TN OT)

ZTorycia avatopiag Tov PO KA1 Ae1TOVPY1KOG TODG pOAOG

Kabe pog amotelet éva poiko opyavo mov mepilexel OLOTAATA KAt pn-ovotaAtd ototyeia (PA. (Mcnally et al.,
2006)).Ta akpa tov opydavon OLVOEOVTAL OTA 00T e TeVOVTLEG arToAnSels, péoa amod TV GOYKALOT TOV TPV EmMl-
MEd®V OLVOETIKOL 10TOD, TOL EMPLOL (epimysium), mov mePBAAAel TV yaAoTéPA TOL PLOG, TOL MHEPIPLIOD
(perimysium), mov x®pilel Tov po oe depdtia (fascicles) poikov vav, Kat oo evdopdiov (endomysium), mov me-
pPaAAet kaOe poikn) tva (kat oovdgetat pe v Kottapikn pepPpdav), to oapkeidnppa). Ta tpia emimeda opydave-
O1G TOD ODVOETIKOD 10TOD -— EMUDIO, MEPLUDIO0 KAt EVOOUDIO -— GOVOLOVTAL [IE TODG TEVOVTEG ETOL MOTE VA HETAPE-
peTat 1) TAoI 1) oroia avamtvooetdal oe Kabe pooxdTTapo (Puikn iva), pe amoteAeopa Vv Kivnorn 1) my otabepo-
roinon pepmv tov avlpamivoo okeAetod. Ot 1810T1TEg TOL OLVOETIKOV 10TOD petapallovtal otnv ofeia @dor) (LY.
OKANPOTNTA OLVOLOPMV 1)/ KAl TEVOVI®V He TV Ipodéppavor)) alAd Kdatl otV Xpovida QAo He TNV Iponovnor),
TOV TPALHATIONO 1) TV IAPodo TG NAKiag, péoda aro Tig petaPolég Ekppaong KoAayovoo k.a., (Mackey & Kjaer,
2017; Stone & Karatzaferi, 2003).

Kdbe pooxottapo nepthapPfavet xtAiadeg pooividia mmov meptéxoov S1oeKaToppdpla poOVHIdATia, ta onota Or)-
HtovpyobdVTAl artd MOALHEPT) IPMTEV®V. Ta puovnpdTia opyavevovTdl oTd 0apKopEpla oL AIoTeAodY Tig AgiTovp-
Y1KEG povadeg TOD YDOG Y1d TNV AVAITLS TOV PACIK®OV PETPOLHEVOV peyebmVv TG PNy avikrg Aettovpylag Tov poo-
KuTTapov, 6nAadn, g dvvapng (Frontera & Ochala, 2015) xat g tayvttag (Sugi & Ohno, 2019).

Ze £va oapKopeplo mapatnpettat pra alAnlovyia nayi®v Kat Aemov vipatieov ta oroia dev petapailoovy to
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kaBavtod prkog Tovg, alld, onag £xet meptypaet, StoAtobaivoov katda v poikr ovotoAr (H. Huxley, 2004). Emi-
ong mapatnpeital Kat 1 apovoid «eAaorikdv» VIHATi®V Td omoia COPBAaAOLY 0TV ENAVAPOPA TOV OAPKOPEPIDV
OTd APXLKA TOLG PNKI PETA aIIO EMPNKLVOT, ILY. VHHdTa Titivng (Yveotng emiong og trtavivn, titin) (Labeit,
Kolmerer, & Linke, 1997) 1] kafodnyodv 1o HIKOG TV AEM®V VIpdTiov, ILY. VOpdTia veprnovAivng (nebulin)
(Ottenheijm, Granzier, & Labeit, 2012). Ta dpia tov kaBe capxopepiod opifovidl Ao Tovg IPMTEIVIKODG OXNHLA-
Topovg TV diokev Z (Z disks) mov otabeporolody Ta Aermtd vIjpdTia KAt €ovv poAo OtV HETAy®YI| TG TAog
Kat myv onpatodotnon (Gautel & Djinovic-Carugo, 2016). Ot iokot Z pie TV 0e1pd TOLG ODVOLOVTAL HE TO OapKel-
Anppa péoa amod ta Kootapépla (costameres) KAt fid HePLoyr| Waitepng ONpAaciag, apov GAaivetdal va drroteAovv
mv «Ayileio rrépva» g poppoloylag Kat Aettovpylag g HNYavikng petaymyrg (mechanotransduction) Aoyem
TG ERITAOKI)G TOLG OTA AVAITOSIAKA KAt AETTODPYIKA 0pOopd TV Kapdtopvokottapav (Samarel, 2005) al\d kat
0€ ONPavTikeg poordbeteg (Onmg TV poikn 6votpogia xatd Duchene, x.a.) (Le et al., 2018).

Muyyavionuog tyg poikfg ovoToAHg

To povtého g d1o0Aiobnong Tav poovnpatiov, ®g Paorn g PLIKYg CLOTOANG, MepLypdPnKe apxika to 1954
amo dvo aveSdptnteg epevvTikEg opdadeg, 1) pia and to Cambridge (A. F. Huxley & Niedergerke, 1954) xat i d\An
ano to MIT (H. Huxley & Hanson, 1954) xat ot facikég Tov MAapAapeTpol IAPAEVODY AaIodeKTeg kg onjpepd. Me
Bdon avtod To povTeNo Kat Ta evprpatd tg Ploxnpeiag, pootoAoyiag Kat PloQuoiKr)g TOL P0OG EKTOTE, YVpilovje
OTL TO AEMTO VIPLATLO, OV MEPIEXEL KDPIMG AKTIVI), TIEPLEXEL ONpIEia ITPOOOEDTG IMPOEKPOADY TOL HAXOD VIJHATION
(T1g Aeyopeveg eykdpoieg YEQUPEG PDOOIVHG), TIOL OTAV EMUTPAIIEL 1] oLVOEDT] Tovg (ONA. KATA TV EVEPYOIIOLNOI) TOV
po0og) amotehovv onpetla avantoéng taong. H tdon aotr) propei va Stagopomnoteitat avaloyda pe v éviaor)/ 60-
VApn TV, YPHyopd avacTPEWIH®Y, OeOPMV EYKAPOI®V YEPLPOV PDOCLvVIG He Tig O¢oelg mpoodeong oty aktivy),
évtaorn mov dagopormoteital amo odeig mapdayovieg, A.x. katd v koneor (Karatzaferi, Chinn, & Cooke, 2004;
Karatzaferi, Myburgh, Chinn, Franks-Skiba, & Cooke, 2003) 1] xpoviovg mapdyovieg 0Onmg Tomo podg, 1 enidpaor)
voorpatog (mm.x. ovpatpiky) poondbeia. (Mitrou et al., 2019).

Zx€éon pe TRV amod00l TOV OKELETIKOD YOOGS

Me Bdon ta napandve, 000 peyaldtepog dplipiog eyKAPOI@V YEPLPAOV eVEPYEL IIAVE OTA AEITA VIJHATLd, OF
Hta Sedopévn) OTLYHI) KAl EYKAPOLA S1ATOpT), TOOO peyaldtepn elvat 1) OOVOAIKY| avarrtodn dvvapng (eite 10opeTpt-
KI|G, eite SOVANIKI|G) AIIO TA PLOKDTTAPA KAl eV TEAeL AIIO TO PDIKO Opyavo. Ao v dAAr), 000 mo yprjyopa dia-
TPEXOLV Ol EYKAPOLEG YEPLPEG TA OTAOIA ITPOOdEOTG Katl arroovVOeoN§ (Ta Omoia OLVONKA MEPLYPAPOVIAL ®G O
«x0KAog THG eyKdpaiag yépopag»), TO00 ypryopoTepog etvat o pubpog tng alnAenidpaong aktivng-poooivng Kat apa
TO00 PeyaADTEP) EIVAL I TAXDTNTA ODOTOALG EVOG HDOKDTTAPOL. ALAPOPOL XPOVIOL IAPAYOVTES, OIIKG O TOIOG TG
poootivrg (Karatzaferi, Adamek, & Geeves, 2017), 1] oSeig mapayovteg, 6Img 1] IAPOLOLA KAPATOYOV®DV IIAPAYO-
viwv (Karatzaferi, Franks-Skiba, & Cooke, 2008) 1}/ xat 1) Statapayr) otd eninedd evePyELaK®V DIOOTPOUATOV (PA.
AVAOKOIIN O] PNYAVIOP®V TOL KAPATov oto M1jtpov kat ovv., 2017) emevepyodv KAt oe otV TV 1010T)TA TO
P0G, petaBdaAloviag TV IApayoHevI) 10XD.

Aoty ka1 Ae1Tovpyia TOV TAY1OV KAl AETTOV VHUATIOV

To Aerrto vipdatio anoteleitat amd aktivy) (actin), Kat tig podptotikég npwteiveg Tpomopvooivy (Tm) kat Tpo-
novivy (Tn). H Tn epmepiéyet tpetg vrmoopddeg (subunits): pia mov deopevet 1ovta aofeotiov (TnC), pia mov ota-
Bepomotet v Tn nave ot v Tm (TnT), kot pia mov éxet avaotaltikd polo, mapepnodiovtag Tig eYKAPOleg YEPL-
peg va mpoodebovv otnv aktivy otav dev vrdapyet Stabeopo aoPéotio (Tnl) (Vinogradova et al., 2005). Epoocov
Otleyepbet To pvoxvdTTapo, amelevbepmvovtal peydleg IOCOTNTEG WOVIOV AoPeoTion, Ao Tov armodnKevTIKO ToD
X®PO (To oapKom\aopatiko 6iktoo) nov minpopifoov to oapkoniaocpa. Tote n TnC mAnpot tig 0¢oerg Séopevong
aoPeotiov oL KAatexel fe armotéAeopd pa alayt) oty Tpttotayt) dojr) Tov AenTod VI)IATion, IIOL EUIEPLEXEL TV
petakivnon g O¢ong g Tm nave oty aktivn, eMTPEIOVIAG €101 0TI EYKAPOLEG YEPLPEG LDOOLVIG Va IIPOoode-
Bovv kot va exivrioet 1) poixry ovotolr) (Gordon, Homsher, & Regnier, 2000). OAeg ot vmoopddeg g Tn €xoov
LOOHOP@PEG, Pe ADTEG TIOD EPPAVICOVTAL OTOV KAPOIAKO HU, Va OpolIfovV pe avTeg oL eKQpAalovtal oTovg pveg
Bpadeiag ovoToArg, Kat pe TIg S1APOPOIIO)OELG TODG VA EUIAEKOVTAL 08 XPpovieg voonpeg kataotdoetg (Eldred,
Katzemich, Patel, Bullard, & Swank, 2014; Wattanapermpool, Reiser, & Solaro, 1995; Wei & Jin, 2011). EmuAéov,
1] aviyVvevnor) 10opop@eV TV vrroopddev g Tn amotelet 1) fdor) yia Stayveotikd epyaleia yia vmodeleg ) odeleg
KATaotaoelg diarapayrg tng vyeidag, m.x. @g Prodeikteg 0To EpPpaypd 1) TV oovOeOpevn] Pe TV doknon papdo-
poolvon (Egholm & Pareek, 2015; Rausa, Shetty, & Loomba, 2019).
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O «avntrpag» Tov OKEAETIKOL P0Og eivat 1) poooivn Il (Sweeney & Holzbaur, 2018) [onp. vridpyxovv kat pooot-
Veg KAt 0e AANOLG 10TOVG, |1 opyavepéveg oe oapkopéptal. [Tpokettat yia éva poplo pe apKetd HeYAAo HOPLaKO
Bdpog Tov omoiov 1 mpdT KPLOTAAAKI) Sopr| mapovoldotnke poAg o 1993 (Rayment et al., 1993). Kabe popto
poootivng mepiexet dvo Papiég arvoovg pvooivig (myosin heavy chain, MyHC, xd0e pia amotedovpevr amo 2000
apwvo&éa) moov SIapopP@VOLV Tig IMePLoxEg TG «kepaArg» (head), mpog to N-TeAko dxpo T1)g aAboov, KAt TG «0v-
pag» (tail) 1 paBdiov (rod) mpog to C-teAikd axpo, pe pia evdidpeon meployn) «avyéva» (head, neck and tail
domains). Ztov avyéva, oe pa meploxn) 20-25 apvolemv (oe meproxt) «IQ motif»), oLVOLOVTAL HI-OPOIOIOAIKC, Ol
edappég dAvoor pvooivng (myosin light chain, MLC), dvo Paowkég (essential or alkali MLCs) kat 6vo poBpiotikég
(regulatory MLC), ot omoieg etvat anapattnteg yia v dopikr) akepatdtnta tov oloevCdpov poooivrg (Heissler
& Sellers, 2014). Ot 800 ovPEG TG PLOOIVNG MEPUIAEKOVTAL OE OIElP®HEVO onelpapa (coiled-coil) xat €tol kabe
popto poootivng €xet Ovo kepaheg. H xkabe xepalr) poooivng €xet otnv pia mievpd g pua Beon mpoodeong axtivrg
ov eivan pia petaPaiiopevoo avoiypatog oxtopr) (cleft). Ot «oaydveg» g oxopnig avotyokAeivoov avaloya pe
Ta Poynpa-pnxavikda otdadia g vdpoivong ATP, kat g anedevdepmong TOV PeTAPONK®V DIIOTIPOIOVIOV TG
(Pi xau ADP) (Llinas et al., 2015), mov vAommolodvIal OtV avIiipporr) IAevpd TG KePAATG, Omov Kat edpdadetat 1)
evGopikn Opaoy g poooivyg (pooowvikr) ATPaor, myosin ATPase).

Ztov avBpwIIo, ot 100p0pPES Papiiag alvoov pvocivig ITOL EKPPACOVTAL OTODG OKEAETIKOG PIDEG ELVAL O8 PUIKEG 1veg
Bpadeiag ovotohr|g, 1) Tomov MyHC I, oe poixég iveg tayeiag ovotoArg, ot tormoo MyHC IIA kot MyHC IIX, eve
ota PiKpd BNAAoTIKA (I1.X. TPOKTIKA ITOL OLVIIO®E XPIOLHOIIOIODVTAL 0TIV €PELVA OII®G O EMTPDG, ONA. apovpdaiog)
emmAéov epavietat xat o tomog Tayeiag ovotoArig MyHC IIB (yia extevr) avalvorn PA. Schiaffino & Reggiani,
2011). Ot ehagpég alvoot emiong mapovotdfovy wopopeés, Tig paocueg MLC1f, MLC3f xat MLCls kat tig podpt-
otikeg MLC2f xat MLC2s (6mov f = tdmov tayeiag s = torov Ppadeiag ovoToArg), Ot oroieg pAaivetat va arroteAovv
éva emupoodeto eminedo SLapOPP®ONG TG KIVITIKIG KAl PIXAVIKIS Sapoponoinong T@V WI0THTIOV TOV TOIOV
TV poikev wvev (Andruchov, Andruchova, Wang, & Galler, 2006; Bottinelli, Betto, Schiaffino, & Reggiani, 1994).
Emu\éov, otov davBpwmo, alAd kat og OAa ta ONAdoTikd, Tapatnpeital 1o QAaivopevo ToV «OPfpIdikov» POTK®V
wov, dnAadl) PLOKDTIAP®V 0L CLVEKPPEALOLY DAPOPETIKA ITOCOOTA SIAPOPETIKOV TOIMV 10opoperv MyHC
KAl £T01 0 TOIOG IOV eKPPACOLV elvat «eviidpedog». O pOAOG TETOIMV HUTK®V VOV Qaivetal 0Tt eivat va e§ao@ai-
Coov otoV pv éva peyalvTepo evpog pnxavikav wot)tev (Ahn, Konow, Tijs, & Biewener, 2018), a\\d iowg kat
va anotehovv mpodpopeg tveg Katd v emotopOmorn 1} peTafolrn) g EKPPAOT OG AITOTOKOD KAK®DOTG, VOO T
pomovnTikyg empPapovong (Medler, 2019).

Zyéon pe TRV amod001 TOD OKELETIKOD PDOG

H dpactikotnta g pooowvikng ATPdong alAd xat 1) «ovyyévewa» (affinity) moo €xet  poooivn ya v aktivy,
amo Vv pla mhevpd g, alda kat yua v ATP kat tovg petaBoliteg g vOpOAvONG Ao TV AAAL TG AeLPd,
AIIOTEAODV IIAPAYOVTEG IOV eMNPEAODV TNV TAXLTNTA TOLV KOKAOD TG EYKAPOLAS YEPLPAG Kat eSaptvIal amd
TOV TOIO PVOOoLVIg TToL ekPpadetat evtog g poikng ivag, (Iorga, Adamek, & Geeves, 2007; Nyitrai et al., 2006).
EmuiA\éov, n éx@paor tOIov poooivi)g COPIAPAODPEL TV OIAIHOPPHDON TOV PETAPONK®OV 1010TTOV TOL PDOG
(Schiaffino & Reggiani, 2011), dnA. mpog éva «agpoPio» petafoAko mpo@il pe amotéleopa v avtiotaon oty
Koneor) (avtoxt)) oe avtideon pe eva «yAokoAoTikd» perafolio mpo@id, pe AIOTEAEOPA IKAVOTTA yid Tayela ava-
mtod) VYPNAOV TIH®V dOVapng aAAd piKpI) avIioTaon oty KOIwmor (1ox0g).

H enidpaorn) g aoknong oty ex@paot poooivg eSaptdtat amod Tov OYKO g IPOonovnong, v OtdpKela 1o
HIPOYPAHRHATOG, TV PAOT] TOL HEPLODIOPOD (KATA 1V OIOid PEAETATAL O PUG), AAAC TV NAKid, TV ap)iKI] HUOIKI)
obOTAOT) KAl TO IIPOIIOVITIKO 10TOPIKO TV AoKOLPEV®VY. [ToANEG peléteg OLPP@VOLY OTL peydAng SLUpKeLag IIPO-
ypdappata evOuvAapmong, 1000 og VEong 000 KAl NAKIOPEVODS, TEIVOLV VA PEI®VOLV TO IT0000TO TOV DPPOK®V
HOTKOV VGV, KAt OOVOAKA To 11ocooto ékppaong MyHCIIX, eve avidavoov to nmocooto ékppaong MyHCIIA (av
Kat OX1 IAVTA oTatiotikd onpavtikd (m.x. Puhke et al., 2006). Avteg ot petaPolég etvat avaoTpeWes, He TV aIo-
IIPOIIOVI|ON) VA enavagépet Ta apyikd nmooootd ékgpaong MyHCIIX (Andersen & Aagaard, 2000). Eivat evOtaegpé-
povV erriong 0Ty, 1] PeATinon TG TaydTNTAG TG POTKIG OLOTOANG (KAl dpd TG L0YVOG TOL [VOG, I OHOIA IIPOKVITTEL
aro To YWVOHEVO TG SOVANIG eIl TNV TAYOTNTA) ITOL HapatnpnnKe HeTd Ao mpoypappa doKI0nG PE AVTIOTAOELS,
mBavoloyeitat 6Tt mpoxbdIITel OXL T000 WG arotéAeopa araywv ékppaong g MyHC aAa Aoyw peta-petappa-
OoTIK®V aAayev eite otnv dwa v Bapid ahooo eite ota eninedd PooPopLALDONG Tg eEappdag aAdoov pooaoivng
(Canepari et al., 2005), petaBolég mov enevepyodV GOVOAKA OTOV KOKAO TNG eYKAPOLAS YEQLPAS.
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ADo «yiyavTeg» TOV 0aApKOUEPiov IOV akoua Oev Aaufavoous vroyy

To xAaorko povtélo d10Aio0nong poovNHATIOV EMKEVIPMVEL TNV EMESI|YT|O TOL PN AVICHOD T1)G HUIKIG OLOTO-
A1) OTOV POAO T®V AENTOV KAl IAXIOV VIJILATI®OV, KOl AVATIOPEDKTA O OXETICOPEVEG e AVTA MPOTELVEG, AKTIVI) Kot
Poootiv avtiotolyd, Y00V IPOooeAKDOEL TNV peyaldtepn epeovn Tkl PiAoypagia otovg ypappwtong poeg. Ta
tedevtaia opag xpovia éxet avadvbei o poAog Svo akopd vHATtiov, TNg IPMTEIVIG VERITODAIVIG KAt TG IP®TEIVG
TITIVIG KAl QAiVETAL VA DIIAPYEL AVAYKI Va Ieptypd@el éva véo poviého alAnAenidpaong poovnpatiov yia va
€SI YT|0EL TOV PNYAVIOPO TN PVTKI)G OLOTOATG, TToL Oa epAap PAvel, TODAAXLOTOV, TOV PONO TG TLTIVIG 08 ALTHV.

H veprniovAivr, pe popraxo Papog 600-900 kDa, oxnpatiCet éva vipdTio mov ekteivetal TapaAAnAd pe To Aento
vhpdrio. H ovopaoia g peydhng avtr|g mpmteivng oxetifetal pe myv «vepedon» (nebulus) epgdvior) g Katd tig
P®TEG IPOooTIabeileg XaPAKTNPOPOL TG, HOAg oty dexaetia tov 1980 (PA. Labeit, Ottenheijm, & Granzier, 2011).
To C-xapPoSotediko 1116 axpo mpoo@veTat otov 81oko Z eved to N-aptvoteAko dxpo tg Katendovetat oto akpo
«glov» TOL VIIPATION TG aKTivig Kat gaivetatl va KaBopilet To prjKog ToL AemToD VIHATIOn KAl dpd TV IKAVOTNTA
avdmrtodng dovapng péoa amo v PeAtioronoinon tng AAANAOEMKANDYNG TOV HAXI®OV KAl AeNTOV VI)HATIOV
(Ottenheijm et al., 2012). H vepmmovAivn) epmAéketat oe xpovieg VOO pEG KATAOTAOEL, IL.Y. HETAAMASELG TOL YoViOion
epmAékovTat oty poorddeia vepalivng (nemaline myopathy), aAda xat oty oSeta dor) g poikng Aettovpyiag
@atveratl va ennpeddet TV KV TIKE TOL KOKAOD TG eyKAPOLAS yEPLPAag aAld Kat v eoatolnoia oto aofBéotio
(Yuen & Ottenheijm, 2020). Av Kat bIapXovV ava@opEg yia WOOROPPEG VERIIODALVIIG OTOV DY) OKEAETIKO U, 1)
TOXOV AELTOLPYIKI] TOLG Slagoporioinorn dev eival akopa oagrg (ILY. 1] KATAVOHL] TOV LOOHOPP®V PAIVETAL VA
elvat aveSaptntn amo Tov Toro tov poog, PA. Laitila et al., 2012).

H tttivy (1) titavivn) etvan emiong pia evOOOapKOpEPIKT| MPOTELVI) ITOL APYNOe Va ¢pBel 0TO IPOOKI|VIO IAPOAO
ov eivat 1 peyaldtepn npateivn oto avbpamvo copa (pe Papog >3000 kDa) (Labeit et al., 1997). KabBe vrjpatio
Ttivg exteivetatl amo tov 8loko Z og To kEVIPo Tov oapkopepiov, oV ypappn M (pa katakopoen {ovr) oo
otpilet v otavpoovdvdeon), cross-linking, Tov nayiov vijpatiov). O mpmtog poAog Iov TG avayvoploTnke eivat
oto va ovykpatel v owatadn TOV VIIHATi®v ToL OapKOHEPIOD (APXIKA KATIOEG EPEDVITIKEG OPAdEg TNV TEPLE-
ypagav &g kovektivr, connectin). Emiong, Oxt povo mpoodidet otabepotnta oto oapkopépto, ald xat copPaiAet
omv avamntoln dvvaung péoa amd v arnodoorn NG eEAAOTIKIG EVEPYELAS PETA TNV EMNAVAPOPA AIIO d1dTaoT)
(Herzog, 2018). Ztov OKeAeTIKO PL TOL avBp®Iov @ativetal va ekppalovtat dvo 1opop@eg Titivng (titin-1 xat titin-
2), pe Toug abAntég Svvapng kat woxvog va epgavifooy, pe Baon mePLopLopEvo aptipod HeAeTOV, OLAPOPETIKI) ava-
Aoyila (meploootepn), 1) Kalvtepa Oatnpnpévy), titin-1) oe oovykpion pe pn-ablovpevoog (McBride, Triplett-
McBride, Davie, Abernethy, & Newton, 2003).

Xxéon pe THV amodoon Tov oKkedeTIKOD PVOG

Zv oSeila @aorn, otov avBpmmo, ta emineda VePUTovAivng Kat TITiVI)g PEW®VOVTAL PET AIIO €KKEVTPI] dOKI 01
pe avtiotdoetg (Trappe et al., 2002). Av kat dev et pehetnOei mAnpwg, yivetrat katavonto OTL 1) AVAIALP®OT] KAt
emd1OpB®OT TOV VATV VEUITODALVIG KAt TITivng petd amo potkn PAdPn Ba npénet va oovtoviletat pie Toog 1101
YV®OOTOLG HNXAVIOPoLg pvoyéveong mov Oteyeipovtatr amd ta PAactika xvttapa tov poog (Karalaki, Fili,
Philippou, & Koutsilieris, 2009; van de Vyver & Myburgh, 2012) yia v 10x0ponoinor too HDOKDTIAPOL KAl TV
BeAtimon g avtiotaot)g Tov o PeANOVTIKEG PUTKEG KAKWDOELS.

IIpaktikeg eQAPPOYEG KAl IIPOTATELG

MeAéteg o anopovapéveg Potkég tveg tayelag ovotolrg €det§av evav AeITovpylKo POAO TG POOPOPLAIDONG
g pudptoTikrg eAagpdag akvoov poooivng (MLC~P), moov diapoppovetatl avaloya je Tig EmKpatovoeg ovvorKeg
Beppoxpaoctiag kat Iapovoiag 1) arovoiag Kaparoyovev napayoviov (onmg Pi kat yapnAo pH) (Karatzaferi et al.,
2008). Ze OTL agopd TV IposToaoia evog abAntr) yla péyiotr) emdoor) 1oxvog, Qaivetat 0T, OTav o pog eivat
«§eK0DPaTToG» KAt «Tpoldeppacyévos», 0 GOPIKOG KAt KvnTikog polog tg MLC~P eivat tétotog oote va emdpd Oetikda
OtV «ETOIUOTHTA» TG PLVOOLVIG VA OeOHEDOEL TNV AKTIVI), KAl EMOPEVMG VA EIIAYEL TNV AVAIITOSN HEYLOTHG LOXDOG.

E@ooov ta emneda veprovAivng kat titivng petaBdilovrat pe v doknor), Kat pakiora apov et detydet ot
otV oSela QAoI), PEL®VOVTAL HETA aIIO EKKEVTPT| AOKNOT HoL IpoKalei PAAP) 1), oe xpovia vooo Statapdooovidl,
Oa mpémet xat o Pabpog avarirp®ong g VERIIODAIVIG KAt TG TITVIG VA PIIel 0TO OTOXAOTPO TOV IApepPdoemv
vnoforBnong g avayevvnong tov poog. Ewog ofpepa tétoteg napepPaoeig kopimg eGetaloov Tov Padpod emdiop-
Bwong TOV eMIIEd®V Kt Tg KATAVOHNG g poooivrg, .. (Myburgh, Kruger, & Smith, 2012). To va neptngboovv
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Ta emnedd VERIIOLALVIG Kt TITivg 0Tov 0Xedlaopo, priopel va odnyroet oe BeATi®on TV NApepPAaoe®V DIOOTI)-
p18ng g eTOPOTTAG TOL VOGS yia PeAtiotomnoinon g andodoong PETA Ao TPAVPATIONO 1) KATd v dwaxeiplon
XPOVia Iacyovtd.

IIpotaosig yia peANovTikEg Epevveg

H 6opr) g poooivrg (Rayment et al., 1993), xat o1 kpvotarikég dopég mov akoAovOnoav yia va Iapovotacony
TA YAPAKTINPLOTIKA AUTHG TG IPMTELVIG, AQOPOLY Hld POVI|PN) KEPAAT), TV Aeyopevn) S, 1) oroia mPoKOITTel pe
KataA\nAn evlopatiky eneepyaocia IP@TEIVIKOV APACKEDACPATOV arto delypata okeAetikod poog. H aiinAe-
mi0Pao!) TV KePAA®V poooivng npoPAénetat péoa ard didpopeg ovvodeg peBodoNoyieg ONIMG TNG KIVITIKIG TRV
VAVO-COPMAEYHATOV KIVITIKOV IPOTEVOV e TV Xprjon ontikav Aapidwv (optical tweezers) (Nagy et al., 2013),
pedodav @bopiopov (Toepfer & Sellers, 2014), petagpopdg evépyelag oLVIOVIOROD (resonance energy transfer)
(Chakrabarty, Xiao, Cooke, & Selvin, 2002) xat T in silico povtehomnoinong T®V anoTeAeopdt®Vv yid TV KATAvo-
NoI TG OLVEPYATIKOTITAG TOV OAPKOPEPIKMV IPATEIV®OV KATA TV ovotoAr] (Mansson, 2020). Emopévmg, pia a-
vouytr) katevdovor) g PLopuotkr|g Kat pLOLOAOYLag ToD PO IAPAPEVEL I KATAVON O] TG MOV OLUVEPYATIKO-
TAG TOV OVO KEPAADV TNG LDOOivIG, KAOMG KAt eV avTr) 1] CLOVEPYATIKOTTA (1] 1] datapayr) trg) ovoxeTifetat
HE TNV epeavion poikng dvoAettovpylag 1/ kat poondabeiag.

To gpatvopevo ToV LPPWKOV POIKOV VOV KAl TA PNYAVIKA TAEOVEKTHATA (1] HELOVEKTILATA) IOV TOXOV OXe-
tiovtat pe v vrapén tovg dev eivat akopa Sekabapa (Medler, 2019). Yndapyet avaykn va ocvotnpatonowdet n
£PELVA OTNV X®PIKI] KATAVOL) THG OLVEKPPAOTG TOV PAPLOV AADOMV [1DOCLVIG KAl VA AIIOCAPNVIOTEL 1] OLVOEOT)
TOV IPOTOIINV XOPIKIG KATAVOMIG e TIG HNYAVIKEG 110T1TeG TOL pHoKLTTAPOoL. Emiorng, etvat yvewoto ot pa -
PN poikn tva amotelel eva «ovykdTIo» Tov mponAfe amo v ovvindn noMev pooPAacteov (Allen, Roy, &
Edgerton, 1999). ['a avtod Kat éva apaxt)pLoTKo TV POTKOV VOV elvdl 1] DIIAPEN MOAADV IIEPLPEPIKDOV VP VOV
al\d xat PAACTIKGOV KOTTAP®V («00p0@POPo1») KATA PIKOG HLag tvag Mov mpoodidovVv 0To HLOKDLTTAPO TV DYNAL)
«mAaoTikoTyTa» oL epavidel (Brooks & Myburgh, 2014). Opwg, 1) emMKOWVGOVia TOV IEPLPEPIKOV ITVPHVOV HE Td
dabéopa xdTrapa SopLPOPOVG, KAl MG O «EMKPUTEIEG» TOVG CLVTOVICOVTAL MG ATIAVTIOI) 08 CUYKEKPIHEVO [I)-
Xaviko epébiopa, amotelel pia onpavIiki epevvn Tk KatebOovor pe moAMarmAeg epappoyeg (Wdiaitepa yia v
AVTIHETOION TG poonadoloyiag) OTo emoTpoviKO eSio TG PLOIOAOYIAG TG TOKNONG KAl TNG MEWPAPATIKIG
pooloyiag.

H tttivy) (1) Trtavivn) anoteAet 11dn avayvoplopévo Iapdayovia oTo GAatvopevo enandnong g ovvapng petd
ano diaraon (stretch-induced force potentiation), xat Bewpeitat pnyavo-aiobnmpag (PA. Herzog, 2018). Ot 1d10-
mTeg TOL «edathpion» g TITivy)g OpmG dev eivan otabepég ald ennpedlovtat amd petaPolég oe evOOPLIKEG OLV-
Orkeg OI®G TO APXIKO PIKOG TOL OAPKOPEPLOD, TTOL PeTAPANEL TV aAAnAemidpact) akTivng pe TRPatd g Titi-
vng, Vv 1poodeon oovodwv MpaTelvav (chaperone binding), v ofeidoavaymyikr] Katdotaor), v Ipocdeor)
aoPeotiov, ) PaOPopLAlwOY TENRATOV Tvavivrg, oneg 1) neptoxt) PEVK k.a. (DuVall, Jinha, Schappacher-Tilp,
Leonard, & Herzog, 2017; Freundt & Linke, 2019). H xatavonon tng ofeiag enidpaong g doknong ot pvdpion
g OKANPOTNTAG TOL eAatnplov TG TITivrg aAAd Kat Ot XPOVIEG IIPOCAPHOYEG TIOD EMPEPOLV OLAPOPES ITapepPd-
0€1g AOKNOoNG elval pia ved Katevdovor) Epepvag oToV X®PO TAOV EMOTH®V TG AOKIONG Pe OTOXO TV HEYOTOIIOl-
101) g arr6doong.

Ayotepn) yvaotr) etvat 1) oOvOeor) g Titivg pe To petaPoAiko mpo@il tov atopov. Paiverat 6Tt peoa amno éva
npoypappa agpoPiag aoknong, 1 Peitioon tov deikty evalobnoiag oty VOOLALVI] OLOXETIOTNKE KAl PE TV
metoppobpton (upregulation) Tov yovidiov trg TiTivng, {e TA ATORd IOV HAPOLOIACAV TO HEYAADTEPO IIOCOOTO
Bektiowong oty evatofnoia otV veoLAivY va IapovotdfouyV emong Kat Tov peyaivtepo Babpo mietoppodpiong
TITivIG KAl 6OVOO®V MPOTEIVRY 0Tov okeAeTikoO pv (Teran-Garcia, Rankinen, Koza, Rao, & Bouchard, 2005). Eivat
ITOAD eVOLaQEPOV OTL IPOCPATEG PEAETEG TH)G XPOVIAG EMIOPAONG TG OKIOIG 0TO KAPdlayyelaxko ovotnpa édet§av
OTL éva mpoypappa agpoPiag aoknorn oe (@Ko poviedo dwapfrty (Ipwipo otadio MPOKAN oG TG VOoOUL), £0paoe
MIPOOTATELTIKA Yid TV O1dT)PN0l TOV HNXAVIK®OV 1O10TTOV TOD KAPOIAKOD TOLYOPATOG (010G 0 Pabdiog okAnpo-
tag - stiffness, x.a.). Aoto 10 0@elog emeted 0N MEPLOCOTEPO dlapeécov diatrpnong TV enured@v Titivng (ta
omnota 1 IPOxAnon SlaPrjty HEL®VEL ONPIAVTIKA) AIIO OTL HE0K OLVOEOHEVG He TO KOAayOvo Stagoponoinong tov
Babpob tvwong tov diapeoov wotov (Li, Liang, Gao, Su, & Laher, 2019).

Tétoleg mapartnprjoeig 1oxvPoOIIOOLY TOoV MBAVO PONO TG TLTIVHG 0TV 01T P1O1) T1)G LYELAG HEO® TI)G AOKN 0TS,
KAl IIPOCEAKDOLV TO eVOLAPEPOV TNG EPELVAS YA TIV AVAIITDEN HPOANITIK®V 1] OepaIIevTIKOV NapepPAce@vV, ITOL
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agpopoov eite kapotopvordbeteg eite poordbeteg, pe xprion AOKIONG, AKOPA KAl OTAV Td eminedd 1)/ KAt 1 EKQPaor)
Ttivng éxoovv StatapayTet.

Emiloyog

ITpoxpivetatl g moAd mbavo, pe fAon Ta avapevOpevd eDPIIATA TNG EPEDVAG OTNV EITOEVT OEKAETIA, COVTOPA
va avavembel 1o Bactkd poviéNo TG POTKIG ODOTOAIG, MOTE MEPA AIO TIV AIIOCAPIVIOT] TOV IAPAPETPDV Aet-
Tovpylag TOV OLO YVOOTOV VIHATIOV, AKTIVI)G Kal poooivrg, va evoouatedel kat o poAog Tov vijpatiov Titivng
(YVooTtnig Kat &g Titavivng), aAANd Kat TG VERIIOLALVIG, 08 ADTI)V.

Inpaoia yia m Poow Ayeyn kat my Howmta Zerg

H poixn) anodoon eivat pia mOALIOPAYOVTIKT IKAVOTNTd, 1] OIOid IPOKVIITEL aro ovVTOVIopévVeg Stepya-
oleg o dragopa emtneda g PLOLONOYIAG: ) TO KEVIPIKO VEDPIKO ovotpa, B) ™ ovlevin 61€y€por]g ov-
oToAng, Kat y) v ka®’ avt) aA\nAemidpaon ToV KIVITIKGV/ 0apKOopepK®V mpateivay. H mapovoa avaoko-
I1)01) aoXOA0NKe pE TV eVOTTA V) TOV HApayoviov nov kabopifovv v poik:) anodoor). YIApYovv IOAA
KEVA OTNV Katavonor) g alnlenidpaong tov 1101 KaAOTepA XAPAKTPLOPEVOY OAPKOPEPIK®OV IIPOTEIVOV
(axTivng Kat poooivrg) Kat Iag 1) EKPpaot) Tovg ennpedletat ano v npomnovnorn. EmmAéov, o polog g titi-
VIg 0TV PLIKI) anodoor (Kt OTov PuiKO KAHATOo) OTNV DYELT KAt TV VOOoo, gaivetat 0Tt eivat idiaitepa on-
HaVTKOG.
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