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ABSTRACT
Elasmobranchs provide greatly relevant ecosystem services for the balance of the
environments in which they are inserted. In recent decades, sharp population
declines have been reported for many species in different regions worldwide, making
this taxonomic group currently one of the most threatened with extinction. This
scenario is almost entirely due to excessive fishing pressure, but any contributing
factor that may cause additional mortality to populations must be mapped and
monitored. In a fast-changing world, emerging marine pollution associated with
climate change display the potential to increase the spread of infectious agents.
These can, in turn, lead to mortality events, both directly and indirectly, by
reducing immune responses and the physical and nutritional condition of affected
individuals. In this context, the present study aimed to analyze data concerning
elasmobranch-associated microbiota, identifying study trends and knowledge gaps in
order to direct future studies on this topic of growing relevance for the health of wild
populations, as well as individuals maintained in captivity, considering the zoonotic
potential of these microorganisms.

Subjects Aquaculture, Fisheries and Fish Science, Marine Biology, Microbiology, Mycology,
Zoology
Keywords Bacteria, Fungi, Sharks, Batoids

INTRODUCTION
Many elasmobranch (shark and ray) species have suffered global population declines in
recent years, with overfishing identified as the main factor (Pacoureau et al., 2021). Other
elements, however, like different environmental stresses, also act as catalysts towards the
diversity crisis currently observed for this taxonomic group, including habitat degradation,
pollution, and the effects of climate change, such as rising ocean temperatures,
acidification, and eutrophication (Sehnal et al., 2021). These can, in turn, alter
vertebrate-associated microbiota interactions and lead to structural and functional changes
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across entire microbiome communities, ultimately affecting host health, increased
infectious diseases (Egan & Gardiner, 2016; Nakatsuji et al., 2017) and decreasing the
welfare of many aquatic species, including elasmobranchs (Ward & Lafferty, 2004;
Pogoreutz et al., 2019).

Marine pollution is most severe along coastlines and in bays, ports and estuaries, due to
high wastewater, industrial, agricultural runoff and riverine pollution discharges
(Landrigan et al., 2020). Increased ocean pollution, in turn, leads to greater abundance and
expansion of the geographical extent of both naturally occurring and human-introduced
marine and estuarine pathogens, such as bacteria, toxin-producing algae, viruses, fungi and
protozoa (Escobar et al., 2015; Landrigan et al., 2020), while also favoring antibiotic
resistance (Nogales et al., 2011). Resistance traits in fact tend to spread quickly among
microorganism populations, making infections more difficult to treat (Zhang et al., 2011),
comprising another contributing factor to decreasing wildlife populations (Nogales et al.,
2011).

Diverse microbial communities, usually formed by bacteria, fungi and viruses (Doane
et al., 2017), have been reported in association to elasmobranchs (Bang et al., 2018; Perry
et al., 2021). These microbiome components exhibit varied abundances over space and
time in response to both ecological host relationships and environmental restrictions
(Pogoreutz et al., 2019; Perry et al., 2021). Positive ecological host-microbiome
relationships co-evolve naturally, and associated microbiomes can, for example, facilitate
nutrient absorption, regulate host metabolism and act against pathogen invasion
(Rosenberg & Zilber-Rosenberg, 2018; Wilkins et al., 2019; Perry et al., 2021). However,
negative aspects may also emerge, resulting in compromised host health (Doane et al.,
2017), as altered host-microbiome associations may benefit the emergence of bacterial and
fungal diseases (Pogoreutz et al., 2019).

Elasmobranch-associated microorganisms can cover the host epidermis or occupy
enteric cavities and/or microvilli (Rosenberg & Zilber-Rosenberg, 2018; Perry et al., 2021).
Autochthonous microbiota have been, for example, associated to different anatomical
body areas in sharks and rays, such as the oropharyngeal cavity, integument (Unger et al.,
2014; Florio et al., 2016) and several visceral organs (i.e., intestine, liver, spleen, kidney,
heart and pancreas) (Marancik et al., 2011; Camus et al., 2013; Camus et al., 2016). Studies
concerning infectious diseases in elasmobranchs, however, are not widespread and usually
concern pathologies caused by bacteria and fungi only. For example, Vibrio sp. bacteria are
often reported for both sharks and rays (Crow, Brock & Kaiser, 1995; Mylniczenko et al.,
2007; Tao, Bullard & Arias, 2014), while the fungus Fusarium solani has been pointed out
as the highest cause of systemic mycosis in this taxonomic group (Crow, Brock & Kaiser,
1995; Fernando et al., 2015; Desoubeaux et al., 2017). In this regard, the ecological roles
(mandatory pathogen, opportunistic pathogen, benign commensals, symbionts) of many
elasmobranch-associated microorganisms are still unknown and further microbiota
composition assessments are paramount (Mylniczenko et al., 2007; Tao, Bullard & Arias,
2014), becoming even more vital in the face of environmental changes and elasmobranch
host vulnerability (Givens et al., 2015; Doane et al., 2017; Ritchie et al., 2017). In this
context, the present study aims to carry out a scientometric assessment of studies reporting
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elasmobranch-associated microbiomes serving as a database for future investigations,
focusing on the causative agents of infectious diseases.

SURVEY METHODOLOGY
This study comprises an integrative scientometric review following bibliographic searches
focusing on negative host interactions in elasmobranchs at the Scopus (Elsevier), Google
Scholar (Google) and Pubmed databases. Studies performed on any elasmobranch species,
both in captivity and under free-living conditions, were considered.

The keywords comprised “elasmobranchii”, “shark”, “ray”, “microbiome”, “bacteria”
and “fungi”, performed by crossing these descriptors using the Boolean operators “OR”
and “AND”. Inclusion criteria considered only white literature (articles and scientific
notes) published between 1990 and 2021, in both Portuguese and English. Exclusion
criteria consisted in gray literature (monographs, dissertations, theses, books, chapters,
studies published in event proceedings) and review articles, as well as articles addressing
elasmobranch viruses and protozoa.

RESULTS
A total of 54 publications on elasmobranch-associated microbiota studies were found,
corresponding to 38 white literature titles, 31 scientific articles on bacterial microbiota, six
exclusively addressing fungi as associated microbiota and only one addressing both
bacteria and fungi as microbiota components. The search results are presented in Tables 1
and 2, alongside data on each investigated microbiota taxa, elasmobranch host species,
sampled host body region and authors.

Concerning bacteria, most studies in sharks were carried out in natural environments,
representing more than twice the number of studies carried out in captive elasmobranchs

Table 1 Elasmobranch-associated microbiota studies published between 1990 and 2021 focusing on fungi.

Fungus (taxon) Host elasmobranch species Host body area Reference

Fusarium solani Sphyrna lewini Head and lateral line Crow, Brock & Kaiser
(1995)

Dasyatispora levantinae Dasyatis pastinaca Skeletal musculature Diamant et al. (2010)

Paecilomyces lilacinusa, Mucor circinelloidesb,
Exophiala pisciphilab*

Sphyrna mokarran, Stegostoma
fasciatum

Liver, heart, kidney, spleen and
gills

Marancik et al. (2011)

Fusarium solani Taeniura melanopsilac, Sphyrna
lewinid

Ventral pectoral fin, head and
lateral line

Fernando et al. (2015)

Fusarium solani Sphyrna lewini Head and lateral line Pirarat et al. (2016)

Exophiala sp. Cephaloscyllium ventriosum Head Erlacher-Reid et al.
(2016)

Fusarium keratoplasticum,
Fusarium solani
Metarhizium robertsii

Sphyrna lewini,
Sphyrna tiburo

Head and lateral line Desoubeaux et al.
(2017)

Notes:
a Sphyrna mokarran (Liver, heart and gills).
b,b* Stegostoma fasciatum (Liver, kidney, spleen and gills).
c Ventral pectoral fin.
d Head and lateral line.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 3/22

http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


Table 2 Elasmobranch-associated microbiota studies published between 1990 and 2021 focusing on bacteria.

Bacteria (taxon) Host elasmobranch species Host body area Reference

Vibrio alginolyticus, V. damsela, V. parahaemolyticus Carcharhinus plumbeusa, Negaprion brevirostrisb,
Carcharhinus limbatusc, Carcharhinus brevipinnad,
Carcharhinus leucase, Ginglymostoma cirratumf,
Raja eglanteriag, Dasyatis americanah

Intestine, teeth, gills,
spine

Buck (1990)

Aeromonas salmonicida Carcharhinus melanopterus Fins, gills, intestine,
liver and kidneys

Briones et al.
(1998)

Vibrio spp. Sphyrna lewini Cephalic canals and
lateral line

Crow, Brock &
Kaiser (1995)

Photobacterium damselal,
Staphylococcus epidermidisj,
Vibrio alginolyticusk

Carcharhinus melanopterus, Triaenodon obesus,
Himantura granulata, Carcharhinus limbatus,
Orectolobus japonicus, Carcharhinus acronotus,
Carcharhinus plumbeus, Cephaloscyllium
ventriosum, Chiloscyllium plagiosum, Triakis
semifasciata

Blood Mylniczenko
et al. (2007)

Enterobacter cloacae, Enterobacter aerogenes,
Citrobacter freundii, Citrobacter koseri, Proteus
mirabilis, Moellerella wisconcensis, Providencia
alcalifaciens, Escherichia coli, Citrobacter farmeri,
Proteus vulgaris, Leclercia adecarboxylata,
Staphylococcus epidermidis, Staphylococcus sciuri,
Staphylococcus warneri, Streptococcus, Enterococcus,
Staphylococcus hominis, Staphylococcus xylosus

Carcharhinus leucasl, Galeocerdo cuvierm Oral cavity Interaminense
et al. (2010)

Mycobacterium avium Hemiscyllium ocellatum Oral cavity, clasper,
liver, spleen and
intestine

Janse & Kik
(2012)

Mycobacterium chelonae Rhinobatos lentiginosus Spleen and skin Anderson et al.
(2012)

Carnobacterium maltaromaticum Lamna ditropis Brain, blood, liver
and heart

Schaffer et al.
(2012)

Mycobacterium chelonae Urobatis jamaicensis Dorsal face and
spiracle

Clarke et al.
(2013)

Serratia marcescens Sphyrna tiburo Blood, skin, liver,
kidney, spleen and
brain

Camus et al.
(2013)

Saccharicrinis carchari, Saccharicrinis fermentans Cetorhinus maximus Gills Liu et al. (2014)

Vibrio spp., Staphylococcus spp., Pasteurella spp. Carcharhinus limbatus Oral cavity Unger et al.
(2014)

Vibrio spp., Pseudoalteromonas spp., Arenibacter
spp.,
Nautella spp., Amphritea spp., Shewanella spp.

Narcine bancroftii Blood Tao, Bullard &
Arias (2014)

Bacillus amyloliquefaciens Centroscyllium fabricii Intestine Bindiya et al.
(2015)

Proteobacteria, Firmicutes, Actinobacteria,
Fusobacteria

Carcharhinus brevipinnan, Rhizoprionodon
terraenovaeo, Carcharhinus plumbeusp

Intestine Givens et al.
(2015)

Edwardsiella piscicida Taeniura meyeni Heart, intestine,
kidney, liver and
spleen

Camus et al.
(2016)

Tenacibaculum maritimum Carcharias taurus Skin Florio et al.
(2016)
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Table 2 (continued)

Bacteria (taxon) Host elasmobranch species Host body area Reference

Pistricoccus aurantiacus Cetorhinus maximus Gills Xu et al. (2016)

Burkholderiales, Flavobacteriales, Pseudomonadales Rhinoptera bonasus Skin Kearns, Bowen
& Tlusty
(2017)

Microbacterium sp., Stenotrophomonas sp.,
Pseudomonas stutzeri, Pseudomonas putida,
Psychrobacter pacificensis, Bacillus cereus,
Pseudomonas sp., Photobacterium damselae, Vibrio
harveyi, Photobacterium sp., Vibrio sp.,
Pseudoalteromonas sp., Alteromonas sp.,
Exiguobacterium sp., Bacillus sp., Lysinibacillus sp.,
Halomonas sp., Bacillus megaterium, Psychrobacter
celer, Psychrobacter sp., Marinobacter
hydrocarbonoclasticus, Shewanella sp.,
Marinobacter sp., Vibrio maritimus, Vibrio
parahaemolyticus, Paracoccus sp., Exiguobacterium
sp.

Rhinoptera bonasusq, Mobula hypostomar, Hypanus
sabinuss

Epidermal Mucus Ritchie et al.
(2017)

Mycobacterium chelonae Rhinobatos lentiginosus Gills, blood, spleen,
heart, rectal gland
and the mesentery

Tuxbury et al.
(2017)

Brucella sp. Taeniura lymma Gills Eisenberg et al.
(2017)

Pseudoalteromonas spp., Erythrobacter spp.,
Limnobacter spp., Idiomarina spp., Marinobacter
spp.

Alopias vulpinus Skin Doane et al.
(2017)

Acinetobacter sp., Alteromonas sp., Corynebacterium
sp., Pseudonocardia sp., Leeuwenhoekiella sp.,
Mycobacterium sp., Pseudomonas sp.,
Talassobacillus sp.

Centroscyllium fabricii Intestine Johny et al.
(2018)

Enterobacteraceae, Vibrionaceae, Aeromonadaceae,
Moraxellaceae, Bradyrhizobiaceae,
Pseudomonadaceae, Rhodobacteraceae,
Staphylococcaceae e Streptococcaceae

Sphyrna lewini Intestine Juste-Poinapen
et al. (2019)

Rhodobacteraceae, Alteromonadaceae,
Halomonadaceae

Carcharhinus melanopterus Skin Pogoreutz et al.
(2019)

Enterococcus faecalis Aetobatus narinari Head Delaune &
Anderson
(2020)

Actinomycetales Ginglymostoma cirratum, Negaprion brevirostris,
Hypanus americanus

Mucus and skin Caballero et al.
(2020)

Alphaproteobacteria, Gammaproteobacteria Alopias vulpinus, Rhincodon typus, Triakis
semifasciata, Urolophus halleri

Skin Doane et al.
(2020)

Oceanimonas sp., Acinetobacter sp., Physchrobacter
sp., Sediminibacterium sp., Mycobacterium sp.,
Devosia sp., Cohaesibacter sp., Erythrobacter sp.,
Ochrobactrum sp., Staphylococcus sp.,
Corynebacterium sp., Alicyclobacillus sp.,
Geobacillus sp., Bacillus sp.

Gymnura altavelat, Dasyatis hypostigmau Skin and stinger Gonçalves e Silva
et al. (2020)

(Continued)
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from aquaria/oceanaria. The Corynebacterium taxon was reported in six shark species,
followed byHaemophilus sp., Vibrio sp, Kordia sp., Salmonella enterica and Staphylococcus
epidermidis, present in five of the investigated species (Fig. 1). Studies concerning bacteria
in rays, on the other hand, focused on captive specimens from aquaria/oceanaria. The ray
species presenting the highest microbiota richness rates comprised the Spiny butterfly ray
Gymnura altavela, the Groovebelly stingray Dasyatis hypostigma, and the Caribbean
numbfish Narcine bancroftii, and the microbiota taxa Oceanimonas, Acinetobacter,
Mycobacterium chelonae and Staphylococcus epidermidis were present in more than one
ray species (Fig. 2).

Considering fungi as microbiota components, most studies were conducted on captive
sharks from aquaria/oceanaria, while studies with rays as hosts comprised one assessment
for species from natural environments and aquaria/oceanaria. Coincidentally, most of the
studied shark species were hammerheads, namely the Scalloped hammerhead Sphyrna
lewini, the Smalleye hammerhead S. tudes and the Great hammerhead S. mokarran,
associated with three different fungi species each. The fungus Fusarium solani was the
most frequent in the analyzed assessments (Fig. 3).

Table 2 (continued)

Bacteria (taxon) Host elasmobranch species Host body area Reference

Haemophilus sp., Vibrio sp., Corynebacterium sp.,
Kordia sp., Salmonella entérica

Ginglymostoma cirratum, Negaprion brevirostri,
Carcharhinus plumbeus, Carcharhinus perezii,
Galeocerdo cuvier

Cloaca, gills, skin
and teeth

Storo et al.
(2021)

Photobacterium damselae, Clostridiaceae,
Peptostreptococcaceae, Pseudomonas veronii,
Photobacterium sp., Vibrio sp., Mycoplasma sp.,
Candidatus Heptoplama, Clostridium perfringens,
Phyllobacterium sp.

Sphyrna tiburo Intestine Leigh,
Papastamatiou
& German
(2021)

Notes:
a Teeth (V alginolyticus, V parahaemolyticus).
b Teeth (V alginolyticus, V parahaemolyticus).
c Teeth (V alginolyticus, V parahaemolyticus).
d Teeth (V alginolyticus).
e Teeth (V alginolyticus).
f V alginolyticus (gills, intestine, teeth).
g Teeth (V alginolyticus).
h V alginolyticus (spine, teeth).
i Carcharhinus melanopterus, Triaenodon obesus, Himantura granulata, Carcharhinus limbatus, Orectolobus japonicus.
j Carcharhinus melanopterus, Triaenodon obesus, Carcharhinus acronotus, Carcharhinus plumbeus, Cephaloscyllium ventriosum.
k Carcharhinus melanopterus, Himantura granulata, Carcharhinus limbatus, Chiloscyllium plagiosum, Triakis semifasciata.
l Carcharhinus leucas (Citrobacter farmeri, Proteus vulgaris, Leclercia adecarboxylata, Enterobacter cloacae, Citrobacter freundii, Proteus mirabilis, Staphylococcus hominis,
Staphylococcus xylosus, Enterococcus).

m Galeocerdo cuvier (Enterobacter cloacae, Enterobacter aerogenes, Citrobacter freundii, Citrobacter koseri, Proteus mirabilis, Moellerella wisconcensis, Providencia
alcalifaciens, Escherichia coli, Staphylococcus epidermidis, Staphylococcus sciuri, Staphylococcus warneri, Streptococcus, Enterococcus).

n Carcharhinus brevipinna (Proteobacteria, Firmicutes, Actinobacteria).
o Rhizoprionodon terraenovae (Proteobacteria, Firmicutes, Fusobacteria).
p Carcharhinus plumbeus (Proteobacteria, Firmicutes).
q Rhinoptera bonasus (Exiguobacterium sp. Pseudoalteromonas sp., Bacillus sp., Lysinibacillus sp., Halomonas sp., Vibrio sp., Bacillus cereus, Bacillus megaterium,
Psychrobacter celer, Psychrobacter sp., Marinobacter hydrocarbonoclasticus, Alteromonas sp., Shewanella sp, Marinobacter sp., Vibrio maritimus, Vibrio
parahaemolyticus, Paracoccus sp. Exiguobacterium sp).

r Mobula hypostoma (Vibrio sp., Pseudoalteromonas sp., Alteromonas sp).
s Hypanus sabinus (Microbacterium sp., Stenotrophomonas sp., Pseudomonas stutzeri, Pseudomonas putida, Psychrobacter pacificensis, Bacillus cereus, Pseudomonas sp.,
Vibrio harveyi, Photobacterium sp., Vibrio sp.).

t Skin (Oceanimonas sp., Acinetobacter sp., Physchrobacter sp., Mycobacterium sp., Erythrobacter sp.), Stinger (Acinetobacter sp., Sediminibacterium sp., Devosia sp.,
Cohaesibacter sp., Physchrobacter sp., Erythrobacter sp.).

u Skin (Oceanimonas sp., Acinetobacter sp., Ochrobactrum sp., Staphylococcus sp., Corynebacterium sp., Alicyclobacillus sp., Geobacillus sp.), Stinger (Sediminibacterium
sp., Acinetobacter sp., Staphylococcus sp., Corynebacterium sp., Bacillus sp.).
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Figure 1 Bacteria isolated from sharks from both aquaria and natural environments. Abbreviated
bacteria names identified in sharks from natural environments and aquaria. Nat, Natural; Aqua, Aquário;
Gcuv, Galeocerdo cuvier; Stib, Sphyrna tiburo; Slew, Sphyrna lewini; Cleu, Carcharhinus leucas;
Cplu, Carcharhinus plumbeus; Cfab, Centroscyllium fabricii; Nbre, Negaprion brevirostris; Clim,
Carcharhinus limbatus; Avul, Alopias vulpinus; Gcir, Ginglymostoma cirratum; Cmel, Carcharhinus
melanopterus; Cper, Carcharhinus perezii; Cbre, Carcharhinus brevipinna; Cmax, Cetorhinus maximus;
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Most studies focusing on the elasmobranch-associated microbiota in both natural
environments and aquaria were carried out in the United States, comprising 10 scientific
articles on free-living specimens and 11 on captive animals, followed by Brazil, India and
China with two articles each, all in free-living elasmobranchs from natural environments
(Fig. 4).

The low number of studies on elasmobranch-associated microbiota in the last 30 years
indicates a significant knowledge gap, mainly between 90’s and 2007. From 2010, an
increasing interest in the subject is noted, increasing 9-fold in 2021 (Fig. 5).

DISCUSSION
This review directs the discussion to microorganisms associated with infections in
elasmobranchs. Studies on elasmobranch-associated microbiota are scarce when
compared to other types of shark and ray assessments. Shark evaluations are more plentiful
for animals from natural environments, while studies concerning rays are more frequent
for individuals from aquaria/oceanaria.

Fungi belonging to the Fusarium solani species complex (FSSC) are the most prevalent
and virulent concerning infections in both humans and animals (Fernando et al., 2015).
Infections in the sharks Sphyrna lewini and Sphyrna tiburo caused by Fusarium
keratoplasticum, Fusarium solani and Metarhizium robertsii were reported, where the
fungi, located on the dorsal and ventral surfaces of the cephalofoil, progressing to the
lateral line, cephalic canals, and ampulla of Lorenzini, caused epidermal erosions, ulcers,
hemorrhages and white exudates (Desoubeaux et al., 2017). However, Fusarium
transmission is still not well understood, especially in aquatic environments, emphasizing
the need for further assessments concerning infection by species belonging this genus
(Desoubeaux et al., 2017). The authors observed certain injury patterns in the analyzed

Figure 1 (continued)
Tsem, Triakis semifasciata; Rter, Rhizoprionodon terraenovae; Rtyp, Rhincodon typus; Tobe, Triaenodon
obesus; Ldit, Lamna ditropis; Hoce, Hemiscyllium ocellatum; Cven, Cephaloscyllium ventriosum; Cpla,
Chiloscyllium plagiosum; Ctau, Carcharias taurus; Ojap, Orectolobus japonicus; Cacr, Carcharhinus
acronotus; Valg, Vibrio alginolyticus; Cory, Corynebacterium sp; Sepi, Staphylococcus epidermidis; Haem,
Haemophilus sp.; Kord, Kordia sp.; Sent, Salmonella enterica; Pdam, Photobacterium damsela; Vpar,
Vibrio parahaemolyticus; Alph, Alphaproteobacteria; Gamm, Gammaproteobacteria; Rhod, Rhodo-
bacteraceae; Vibri, Vibrio spp.; Acti, Actinomycetales; Eclo, Enterobacter cloacae; Cfre, Citrobacter
freundii; Pmir, Proteus mirabilis; Vibr, Vibrionaceae; Ente, Enterobacteraceae; Aero, Aeromonadaceae;
Mora, Moraxellaceae; Brad, Bradyrhizobiaceae; Pseu, Pseudomonadaceae; Stap, Staphylococcaceae; Stre,
Streptococcaceae; Staph, Staphylococcus spp.; Past, Pasteurella spp; Scar, Saccharicrinis carchari; Sfer,
Saccharicrinis fermentans; Paur, Pistricoccus aurantiacus; Bamy, Bacillus amyloliquefaciens; Acin, Aci-
netobacter; Alte, Alteromonas sp.; Pseud, Pseudonocardia sp; Leeu, Leeuwenhoekiella sp; Myco, Myco-
bacterium sp.; Pseudo, Psedomonas sp; Tala, Talassobacillus sp.; Pseudoa, Pseudoalteromonas spp.; Eryt,
Erythrobacter spp.; Limn, Limnobacter spp.; Idio, Idiomarina spp.; Mari, Marinobacter spp.; Cmal,
Carnobacterium maltaromaticum; Eaer, Enterobacter aerogenes; Ckos, Citrobacter koseri; Mwis, Moel-
lerella wisconcensis; Palc, Providencia alcalifaciens; Ecol, Escherichia coli; Ssci, Staphylococcus sciuri; Swar,
Staphylococcus warneri; Cfar, Citrobacter farmeri; Pvul, Proteus vulgaris; Lade, Leclercia adecarboxylata;
Shom, Staphylococcus hominis; Sxyl, Staphylococcus xylosus; P. veronii, Pseudomonas veronii; Chep,
Candidatus Heptoplama; Cper, Clostridium perfringens; Mavi, Mycobacterium avium; Smar, Serratia
marcescens; Tmar, Tenacibaculum maritimum; Asal, Aeromonas salmonicida; Alter, Alteromonadaceae;
Halo, Halomonadaceae. Full-size DOI: 10.7717/peerj.14255/fig-1
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Figure 2 Bacteria isolated from batoids from both aquaria and natural environments. Abbreviated
bacteria names identified in batoids from natural environments and aquaria. Nat, Natural; Aqua,
Aquaria; Rbon, Rhinoptera bonasus; Galt, Gymnura altavela; Hsab, Hypanus sabinus; Dhyp, Dasyatis
hypostigma; Nban, Narcine bancroftii; Mhyp, Mobula hypostoma; Rlen, Rhinobatos lentiginosus; Hgra,
Himantura granulata; Hame, Hypanus americanu; Uhal, Urolophus halleri; Ujam, Urobatis jamaicensis;
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sharks, such as the location of injuries distributed in the ampullae of Lorenzini and lateral
line, suggesting that these may be microorganism gateways. The skin lesions developed in
such a way as to spread infection from one individual to another, as the sensory organs
present in shark heads are used to probe the environment and contact other individuals
(Desoubeaux et al., 2017). In this regard, one study isolated Fusarium solani from the
cephalic canal exudate of two of five S. lewini sharks living in an aquarium, comprising the
first report of Fusarium solani infection in the lateral line canal system and the third for
hammerhead sharks (Crow, Brock & Kaiser, 1995). Lesions were initially observed in the
cephalic canals, but extended during months up the lateral canal, leading to granulomatous
exudative mycotic dermatitis and resulting in chronic physical and behavioral
deterioration, until the specimens required sacrificing. Other studies indicate that the
Fusarium genus is associated to significant infections in elasmobranchs, with F. solani
responsible for skin lesions characterized by ulcers and hemorrhage of the frontal pectoral
fin of a Blotched fantail ray Taeniurops meyeni (also known as Taeniura melanopsila a
junior synonym), and also capable of causing white and purulent exudates in the cephalic
canals and lateral line, resulting in animal death (Fernando et al., 2015). Cutaneous lesions
were also observed in scalloped hammerheads (Sphyrna lewini), characterized by ulcers,
hemorrhaging and white and purulent exudates in the cephalofoil cephalic canals and
lateral lines (Fernando et al., 2015). Furthermore, these events constituted the first case of
fatal infection by members of the Fusarium solani complex (FSSC) in a Taeniurops meyeni
stingray and the cause of concomitant infections in scalloped hammerheads (Fernando
et al., 2015). In another assessment, a severe fungal infection also caused by F. solani was
observed in the cephalic canals and the lateral line system of seven Scalloped hammerhead
sharks (S. lewini) in an aquarium in Thailand, leading to extensive and severe necrotizing
cellulitis and resulting in animal death (Pirarat et al., 2016). Abnormal clinical signs were
observed prior to animal death, such as head shaking, hitting tanks or rocks, swimming on
the surface and restlessness, as well as decreased appetite and visible anorexia (Pirarat
et al., 2016).

Although the number of analyzed articles on fungi was small, we were able to identify
that fungi belonging to the FSSC are extremely dangerous for captive elasmobranchs,
resulting in high injury severity, in some leading to death.

Other fungi genera have also been reported as infectious agents in elasmobranchs,
including a new species belonging to the microsporidae group, responsible for infecting 30

Figure 2 (continued)
Tmey, Taeniura meyeni; Tlym, Taeniura lymma; Anar, Aetobatus narinari; Regl, Raja eglanteria; Mche,
Mycobacterium chelonae; Valg, Vibrio alginolyticus; Ocea, Oceanimonas; Acin, Acinetobacter; Sedi,
Sediminibacterium; Bcer, Bacillus cereus; Pdam, Photobacterium; Epis, Edwardsiella piscicida; Bruc,
Brucella sp.; Devo, Devosia; Coha, Cohaesibacter; Ochr, Ochrobactrum; Staphy, Staphylococcus; Cory,
Corynebacterium; Alic, Alicyclobacillus; Geob, Geobacillus; Baci, Bacillus; Efae, Enterococcus faecalis;
Vibri, Vibrio spp.; Pseudoa, Pseudoalteromonas spp.; Aren, Arenibacter spp.; Naut, Nautella spp.; Amph,
Amphritea spp.; Shew, Shewanella spp.; Acti, Actinomycetales; Phys, Physchrobacter; Myco, Myco-
bacterium; Eryt, Erythrobacter; Alph, Alphaproteobacteria; Gamm, Gammaproteobacteria; Bmeg,
Bacillus megaterium; Pcel, Psychrobacter celer;Mhyd,Marinobacter hydrocarbonoclasticus; Vmar, Vibrio
maritimus; Vpar, Vibrio parahaemolyticus; Pstu, Pseudomonas stutzeri; Pput, Pseudomonas putida; Ppac,
Psychrobacter pacificensis; Vhar, Vibrio harveyi. Full-size DOI: 10.7717/peerj.14255/fig-2

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 10/22

http://dx.doi.org/10.7717/peerj.14255/fig-2
http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


Figure 3 Fungi isolated from elasmobranchs from both aquaria and natural environments.
Abbreviated fungi names identified in elasmobranchs from natural environments and aquaria. Nat,
Natural; Aqua, Aquaria; Slev, Sphyrna lewini; Stib, Sphyrna tiburo; Smok, Sphyrna mokarran; Sfas,
Stegostoma fasciatum; Cven, Cephaloscyllium ventriosum; Tmel, Taeniura melanopsila; Dpas, Dasyatis
pastinaca; Fsol, Fusarium solani; Fker, Fusarium keratoplasticum; Mrob, Metarhizium robertsii; Plil,
Paecilomyces lilacinus; Mcir, Mucor circinelloides; Epis, Exophiala pisciphila; Exop, Exophiala sp; Dlev,
Dasyatispora levantinae. Full-size DOI: 10.7717/peerj.14255/fig-3
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Common stingrays Dasyatis pastinaca, invading the disc muscles and producing thin and
spindle-shaped subcutaneous swellings that developed into massive, elongated, tumor-like
lumps, comprising the first record of microsporidium infection in a batoid (Diamant et al.,
2010). Two records of progressive systemic mycosis caused by Paecilomyces lilacinus,

Figure 4 Countries that conducted studies with free-living animals from natural environments. Full-size DOI: 10.7717/peerj.14255/fig-4

Figure 5 Articles on elasmobranch microbiota published between 1990 and 2021.
Full-size DOI: 10.7717/peerj.14255/fig-5
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Mucor circinelloides and Exophiala pisciphila are also available for two captive shark
species, the Great hammerhead and the Zebra shark Stegostoma fasciatum, resulting in
terminal disease (Marancik et al., 2011). The authors emphasize that these cases, alongside
the lack of literature information, reinforce the need for more research and diagnostic
samplings to better characterize host-pathogen interactions between elasmobranchs and
fungi (Marancik et al., 2011).

In another study, a female Swell shark Cephaloscyllium ventriosum raised in captivity
began exhibiting abnormal behavior (swimming in circles and rolling repeatedly), and a
macroscopic necropsy and histopathological examination verified cartilage matrix
ossification and fibrosis in the skull and cervical vertebrae. The lesions were associated to a
deep invasion of the fungus Exophiala sp. (Erlacher-Reid et al., 2016), reinforcing the need
to include fungal infections as well as skeletal structure mineralization as a differential
diagnosis when evaluating elasmobranchs exhibiting abnormal swimming behaviors.

Bacteria are also responsible for infections in elasmobranchs. One study, for example,
reported the development of a large abscess on the dorsal surface of the calvarium and
swollen soft tissue around the left spiracle of an adult Yellow stingray Urobatis jamaicensis
raised in captivity, identified as associated to mycobacteria. A significant amount of fluid
exudate was drained from the site, the specimen was sacrificed and disseminated
mycobacteriosis was later confirmed (Clarke et al., 2013). According to the authors,
primary mycobacteriosis can lead fish to succumb to opportunistic diseases. Another case
of splenic mycobacteriosis was observed in a Freckled guitarfish specimen Pseudobatos
lentiginosus raised in captivity, where darkened pigments appeared on the back skin and
rostrum erythema, in addition to numerous whitish granulomas of variable size dispersed
throughout the splenic parenchyma. The animal died after being transferred to a holding
tank (Anderson et al., 2012). Two more cases of mycobacterial infection in the same
species, also from aquaria are noted, with Mycobacterium chelonae identified as the
responsible agent following histological tissue and blood culture assessments, confirmed by
a DNA sequencing analysis after individuals were found dead inside their display tanks
(Tuxbury et al., 2017). The authors report that both acute and chronic mycobacteriosis
manifestations may occur in this elasmobranch species. An Epaulette shark Hemiscyllium
ocellatum specimen raised in captivity also presented granulomas caused by mycobacteria.
The specimen stopped feeding and was euthanized (Janse & Kik, 2012). Despite limited
sampling, it seems that elasmobranchs maintained in aquariums become susceptible to
mycobacterial infections, with a high pathogenic potential noted for this microorganism.

According to Clarke et al. (2013), mycobacterial species are ubiquitous in the
environment and have been observed in biofilms from aquaculture systems and drinking
water sources. The known routes of infection are by immersion in contaminated water,
traumatic inoculation and ingestion of bacteria or infected tissues or protozoa containing
the microorganism. However, the mode of transmission of mycobacteriosis in
cartilaginous fish species living in aquariums is still poorly understood. Clarke et al. (2013),
emphasize that human interactions may comprise an entry route for mycobacteria
elasmobranch contamination in captivity.
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Concerning other infectious microorganisms, one assessment reported meningitis
and/or meningoencephalitis with inflammatory infiltrates observed in specific brain areas
in stranded juvenile Salmon sharks Lamna ditropis (Schaffer et al., 2012), comprising the
first report of Carnobacterium infection in sharks. The authors emphasize that brain
infections caused by this bacterium are a significant cause of morbidity and mortality in
juvenile Salmon sharks found stranded along the Pacific coast, specifically in California.

According to the authors, infections can be specific in juvenile salmon sharks due to
unknown aspects of their life history, such as coastal migration, behavior or diet, as well as
physiological stresses and immune function aspects not shared by adults, emphasizing that
investigations into the natural habitat, lifestyle and ecology of juvenile and adult salmon
sharks will aid in elucidating the pathogenesis of this disease (Schaffer et al., 2012).

In another report, the bacteria T. maritimum was isolated for the first time in an adult
Sand tiger shark Carcharias taurus raised in captivity, the specimen presented skin lesions
characterized by the presence of abundant whitish necrotic tissue between the second
dorsal fin and the precaudal fossa. After being treated with medication, the specimen fully
recovered from the infection (Florio et al., 2016), suggesting that the skin may be a bacteria
gateway in sharks. According to the authors, the T. maritimum infection observed in the
shark’s skin may have been triggered by mechanical injuries during mating or as a result of
aggressive behavior between sharks of the same species (Florio et al., 2016). According to
Avendano-Herrera, Toranzo & Magariños (2006), T. maritimum is part of the
autochthonous microbial populations of the marine environment, and can be isolated
from sediments, tank surfaces and water. This pathogen adheres to fish skin, including the
mucus layer, and to extracellular polymeric substances (Avendano-Herrera, Toranzo &
Magariños, 2006). Identified as atypical, a new Brucella strain was isolated in another
assessment from the gills of a Bluespotted lagoon ray Taeniura lymma raised in captivity
that died suddenly during quarantine (Eisenberg et al., 2017). According to the authors,
this is the first report of a natural infection by this microorganism in saltwater fish,
increasing the host range of this pathogenic genus. Although not enough is known about
host-bacterial relationships or possible adaptations, these findings have significantly
improved our understanding of the ecology and pathogenic potential of members of the
Brucella genus (Eisenberg et al., 2017).

Finally, the first known case of edwardsiellosis in elasmobranchs (the Blotched fantail
ray) was reported for Edwardsiella piscicida, where multiple large lesions were noted in the
subepicardium and compact myocardium, partially filled with cellular debris and
degenerated granulocytes, delimited by variable mixtures of hemorrhage, dispersed
lymphocytes and mucin (Camus et al., 2016). According to the authors, much of the
knowledge about disease processes in elasmobranchs comes from diagnostic studies
carried out in public aquaria. However, although reports of bacterial diseases are limited,
this is more likely due to insufficient reporting and diagnostic investigation than to a lack
of existing bacterial infections.

Concerning the intestinal elasmobranch microbiome, P. damselae and C. koseri have
been confirmed in all tested sharks (Juste-Poinapen et al., 2019), while the characterization
of the intestinal microbiome of a free-living Black dogfish Centroscyllium fabricii through

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 14/22

http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


a feces analysis revealed a wide variety of bacterial genera. Furthermore, in this case,
about 25% of the animal’s gut microbiome was unable to be taxonomically classified at
the phylum level, suggesting a high microbial diversity not yet characterized in this
microbiome (Johny et al., 2018). In another assessment, the gut microbiota of juvenile
Scalloped hammerheads from the Rewa Delta (Republic of Fiji) contained a diverse bacterial
community, including members belonging to the Enterobacteraceae, Vibrionaceae,
Propionibacteriaceae, Aeromonadaceae, Staphylococcaceae, Streptococcaceae families,
which are known as intestinal inhabitants of terrestrial and marine vertebrate species,
including humans and many of these microorganisms are considered opportunistic
pathogens (Juste-Poinapen et al., 2019). The authors indicate that sewage spillage during
the sampling period may be responsible for the presence of some known indicator
microorganisms, while dominance variations between bacterial species over time may
reflect environmental changes, such as temperature or food and water quality variations.

Regarding the elasmobranch skin microbiome, a microbiological analysis of the
epidermal mucus and skin of three elasmobranch species, the Atlantic nurse shark
(Ginglymostoma cirratum), the Lemon shark (Negaprion brevirostris) and the Southern
stingray (Hypanus americanus) identified a variety of bacterial orders, with the
predominance of Actinomycetales (Caballero et al., 2020). Another investigation
concerning the skin microbiota of three sharks and a ray also reported a variety of bacterial
classes, although with the predominance of Alphaproteobacteria and
Gammaproteobacteria (Doane et al., 2020).

The microbiome is a product of both the host and the environment it inhabits and can
be affected by environmental variables. Thus, an equilibrium must be achieved between
host immune responses and microbial interactions to maintain elasmobranch microbiota
community consistency (Doane et al., 2017). For example, Gonçalves e Silva et al. (2020),
observed that G. altavela individuals living in natural environments contained specific
bacteria and postulated positive health effects due to this microorganism/host interaction.
Temperature appears to be the environmental variable most related to the proliferation of
infectious agents in marine animals, and abrupt water temperature alterations are a
significant source of mortality associated with infections in stranded sharks (Wosnick et al.,
2022). In a climate change scenario, this is of particular concern, as an increase in
potentially lethal infectious diseases is expected, as well as pathogens associated with
sublethal outcomes, such as reduced immune response, physical condition, and fitness
which, in turn, can directly affect population recruitment.

Concerning bacteria and fungi, a higher number of investigations concerning captive
elasmobranchs is noted compared to animals in natural environments, although a higher
microbial diversity has been reported for free-living elasmobranchs. This suggests that
marine contamination may be a significant contributor to microorganism diversity, as
aquaria are controlled environments without these types of interferences. In fact, high
organic matter discharges into coastal ecosystems have become a significant public health
issue (Robinson et al., 2016; Fresia et al., 2019), as these effluents contain several
contaminants, such as metals, hydrocarbons, pharmaceutically active organic compounds
(Bayen et al., 2019) and endocrine disruptors (Santos et al., 2019), in addition to
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pathogenic microorganisms (Poharkar et al., 2017). In this regard, wastewater can
comprise both a reservoir and vehicle for the transmission of pathogenic bacteria and
antibiotic resistance mechanisms to aquatic biota, leading to serious consequences for
exposed animals, including global declines in fish stocks (Landrigan et al., 2020), and,
consequently, to humans, as many contaminated fish species are routinely marketed and
consumed. Furthermore, it seems that the bacterial community of rays from the natural
environment is complex, with a high diversity of microbiota taxa, some establishing
beneficial symbiotic associations and others responsible for diseases in humans and other
animals, including fish (Gonçalves e Silva et al., 2020).

CONCLUSIONS
The findings reported herein indicate a significant lack of information concerning
elasmobranch-associated microbiota, more critical regarding fungi. (i) In this regard, the
prevalence of Fusarium solani was observed in the evaluated literature, while the bacteria
genera Mycobacterium and Vibrio were the most noteworthy. (ii) The most analyzed
elasmobranchs were sharks, with the prevalence of the Scalloped hammerhead Sphyrna
lewini. Furthermore, (iii) captive elasmobranchs were more investigated than free-living
ones. Moreover, (iv) as diverse microbiota has been reported mostly for a single
elasmobranch species, often in a single anatomical area, further studies on the subject are
required encompassing other species and body regions, such as the oral cavity,
gastrointestinal tract, blood, muscle and gills. In sum, elasmobranch-associated microbiota
evaluations comprise a valuable tool concerning elasmobranch health, as this group is
susceptible to bacterial and fungal diseases both in the wild and in captivity. However,
(v) although concerns have been noted regarding emerging diseases for this ancient group
of fish, this subject is still poorly understood, and scarce information on the biodiversity,
prevalence and physiological effects of the microbiota associated with cartilaginous fish is
available, indicating the need for further investigations in this field of research. As such,
(vi) the potential zoonotic of this significant diversity of microorganisms detected in
elasmobranchs should be further evaluated in a fast-changing world.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
Financial support was supplied to Ivana Correia Costa and Jorge Luiz Silva Nunes through
the Foundation for the Protection of Research and Scientific and Technological
Development of Maranhão (FAPEMA BM-01149/20, FAPEMA—BEPP-03654/15, and
FAPEMA—BEPP-02106/18). Funding was also provided by the Coordination for the
Improvement of Higher Education Personnel (CAPES—code 001). The funders had no
role in study design, data collection and analysis, decision to publish, or preparation of the
manuscript.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 16/22

http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


Grant Disclosures
The following grant information was disclosed by the authors:
Coordination for the Improvement of Higher Education Personnel (CAPES–code 001).
Protection of Research and Scientific and Technological Development of Maranhão:
FAPEMA BM-01149/20, FAPEMA—BEPP-03654/15, FAPEMA—BEPP-02106/18.

Competing Interests
Rachel Ann Hauser-Davis is an Academic Editor for PeerJ.

Author Contributions
� Ivana Correia Costa conceived and designed the experiments, performed the
experiments, analyzed the data, prepared figures and/or tables, authored or reviewed
drafts of the article, and approved the final draft.

� Mariene Amorim de Oliveira conceived and designed the experiments, performed the
experiments, analyzed the data, authored or reviewed drafts of the article, and approved
the final draft.

� Natascha Wosnick conceived and designed the experiments, analyzed the data, authored
or reviewed drafts of the article, and approved the final draft.

� Rachel Ann Hauser-Davis conceived and designed the experiments, analyzed the data,
authored or reviewed drafts of the article, and approved the final draft.

� Salvatore Siciliano conceived and designed the experiments, analyzed the data, authored
or reviewed drafts of the article, and approved the final draft.

� Jorge Luiz Silva Nunes conceived and designed the experiments, performed the
experiments, analyzed the data, prepared figures and/or tables, authored or reviewed
drafts of the article, and approved the final draft.

Animal Ethics
The following information was supplied relating to ethical approvals (i.e., approving body
and any reference numbers):

Not applied.

Data Availability
The following information was supplied regarding data availability:

The data are available in the figures and tables.

REFERENCES
Anderson ET, Frasca S, Asakawa MG, Fatzinger MH, Johnson J, Marchetere K, Goodale L,

Risatti GR, Harms CA. 2012. Splenic mycobacteriosis in an Atlantic guitarfish, Rhinobatos
lentiginosus Garman. Journal of Fish Diseases 35(7):541–544
DOI 10.1111/j.1365-2761.2012.01367.x.

Avendano-Herrera R, Toranzo AE, Magariños B. 2006. Tenacibaculosis infection in marine fish
caused by Tenacibaculum maritimum: a review. Diseases of Aquatic Organisms 71:255–266
DOI 10.3354/dao071255.

Bang C, Dagan T, Deines P, Dubilier N, Duschl WJ, Fraune S, Hentschel U, Hirt H, Hülter N,
Lachnit T, Picazo D, Pita L, Pogoreutz C, Rädecker N, Saad MM, Schmitz RA,

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 17/22

http://dx.doi.org/10.1111/j.1365-2761.2012.01367.x
http://dx.doi.org/10.3354/dao071255
http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


Schulenburg H, Voolstra CR, Weiland-Bräuer N, Ziegler M, Bosch TCG. 2018.
Metaorganisms in extreme environments: do microbes play a role in organismal adaptation?
Zoology 127(Suppl. 88.1):1–19 DOI 10.1016/j.zool.2018.02.004.

Bayen S, Segovia Estrada E, Zhang H, Lee WK, Juhel G, Smedes F, Kelly BC. 2019. Partitioning
and bioaccumulation of legacy and emerging hydrophobic organic chemicals in Mangrove
Ecosystems. Environmental Science & Technology 53(5):2549–2558
DOI 10.1021/acs.est.8b06122.

Bindiya ES, Tina KJ, Raghul SS, Bhat SG. 2015. Characterization of deep sea fish gut bacteria with
antagonistic potential, from centroscyllium fabricii (deep sea shark). Probiotics and
Antimicrobial Proteins 7(2):157–163 DOI 10.1007/s12602-015-9190-x.

Briones V, Fernandez A, Blanco M, Ramiro F, De Vicente ML, García J, Méndez JL, Goyache J.
1998. Haemorrhagic Septicaemiaby Aeromonas salmon & subsp. sahvzonicida in a Black-tip
Reef Shark (Carcharhinus mehnopterus). Journal of veterinary medicine 45:443–445
DOI 10.1111/j.1439-0450.1998.tb00814.x.

Buck JD. 1990. Potentially pathogenic marine Vibrio species in seawa ter and marine animals in
the Sarasota, Florida. Area Journal of Coastal Research 6(4):943–948.

Caballero S, Galeano AM, Lozano JD, Vives M. 2020. Description of the microbiota in epidermal
mucus and skin of sharks (Ginglymostoma cirratum and Negaprion brevirostris) and one
stingray (Hypanus americanus). PeerJ 8(W1):e10240 DOI 10.7717/peerj.10240.

Camus A, Berliner A, Clauss T, Hatcher N, Marancik D. 2013. Serratia marcescens associated
ampullary system infection and septicaemia in a bonnethead shark, Sphyrna tiburo (L.). Journal
of Fish Diseases 36(10):891–895 DOI 10.1111/jfd.12107.

Camus A, Dill J, McDermott A, Hatcher N, Griffin M. 2016. Edwardsiella piscicida-associated
septicaemia in a blotched fantail stingray Taeniura meyeni (Müeller & Henle). Journal of Fish
Diseases 39(9):1125–1131 DOI 10.1111/jfd.12435.

Clarke EO, Dorn B, Boone A, Risatti G, Gilbert-Marcheterre K, Harms CA. 2013.
Mycobacteriosis, mycobacterium chelonae, in a captive yellow stingray (Urobatis Jamaicensis).
Journal of Zoo and Wildlife Medicine 44(2):470–474 DOI 10.1638/2012-0018R2.1.

Crow GL, Brock JA, Kaiser S. 1995. Fusarium solani fungal infection of the lateral line canal
system in captive scalloped hammerhead sharks (Sphyrna lewini) in Hawaii. Journal of Wildlife
Diseases 31(4):562–565 DOI 10.7589/0090-3558-31.4.562.

Delaune AJ, Anderson CE. 2020. Diagnosis and treatment of an enterococcus fecalis abscess in the
cranial vault of a spotted eagle ray (Aetobatus Narinari). Journal of Zoo and Wildlife Medicine
51(1):249–252 DOI 10.1638/2019-0155.

Desoubeaux G, Debourgogne A, Wiederhold NP, Zaffino M, Sutton D, Burns RE, Frasca S Jr,
Hyatt MW, Cray C. 2017. Multi-locus sequence typing provides epidemiological insights for
diseased sharks infected with fungi belonging to the Fusarium solani species complex. Medical
Mycology 56(5):591–601 DOI 10.1093/mmy/myx089.

Diamant A, Goren M, Yokeş MB, Galil BS, Klopman Y, Huchon D, Szitenberg A, Karhan SÜ.
2010. Dasyatispora levantinae gen. et sp. nov., a new microsporidian parasite from the common
stingray Dasyatis pastinaca in the eastern Mediterranean. Diseases of Aquatic Organisms
91(2):137–150 DOI 10.3354/dao02256.

Doane MP, Haggerty JM, Kacev D, Papudeshi B, Dinsdale EA. 2017. The skin microbiome of the
common thresher shark (Alopias vulpinus) has low taxonomic and gene function β-diversity.
Environmental Microbiology Reports 9(4):357–373 DOI 10.1111/1758-2229.12537.

Doane MP, Morris MM, Papudeshi B, Allen L, Pande D, Haggerty JM, Johri S, Turnlund AC,
Peterson M, Kacev D, Nosal A, Ramirez D, Hovel K, Ledbetter J, Alker A, Avalos J, Baker K,

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 18/22

http://dx.doi.org/10.1016/j.zool.2018.02.004
http://dx.doi.org/10.1021/acs.est.8b06122
http://dx.doi.org/10.1007/s12602-015-9190-x
http://dx.doi.org/10.1111/j.1439-0450.1998.tb00814.x
http://dx.doi.org/10.7717/peerj.10240
http://dx.doi.org/10.1111/jfd.12107
http://dx.doi.org/10.1111/jfd.12435
http://dx.doi.org/10.1638/2012-0018R2.1
http://dx.doi.org/10.7589/0090-3558-31.4.562
http://dx.doi.org/10.1638/2019-0155
http://dx.doi.org/10.1093/mmy/myx089
http://dx.doi.org/10.3354/dao02256
http://dx.doi.org/10.1111/1758-2229.12537
http://dx.doi.org/10.7717/peerj.14255
https://peerj.com/


Bhide S, Billings E, Byrum S, Clemens M, Demery AJ, Lima LFO, Gomez O, Gutierrez O,
Hinton S, Kieu D, Kim A, Loaiza R, Martinez A, McGhee J, Nguyen K, Parlan S, Pham A,
Price-Waldman R, Edwards RA, Dinsdale EA. 2020. The skin microbiome of elasmobranchs
follows phylosymbiosis, but in teleost fishes, the microbiomes converge. Microbiome 8(1):1–15
DOI 10.1186/s40168-020-00840-x.

Egan S, Gardiner M. 2016.Microbial dysbiosis: rethinking disease in marine ecosystems. Frontiers
in Microbiology 7(505):1–8 DOI 10.3389/fmicb.2016.00991.

Eisenberg T, Riße K, Schauerte N, Geiger C, Blom J, Scholz HC. 2017. Isolation of a novel
‘atypical’ Brucella strain from a bluespotted ribbontail ray (Taeniura lymma). Antonie van
Leeuwenhoek, International Journal of General and Molecular Microbiology 110(2):221–234
DOI 10.1007/s10482-016-0792-4.

Erlacher-Reid CD, Nollens HH, Schmitt TL, St Leger J, Sunico S. 2016. Phaeohyphomycosis
associated with ossification of the skull and cervical vertebrae in a swell shark (Cephaloscyllium
ventriosum). Journal of Zoo and Wildlife Medicine 47(4):1081–1085 DOI 10.1638/2016-0032.1.

Escobar LE, Ryan SJ, Stewart-Ibarra AM, Finkelstein JL, King CA, Qiao H, Polhemus ME. 2015.
A global map of suitability for coastal Vibrio cholerae under current and future climate
conditions. Acta Tropica 149(17):202–211 DOI 10.1016/j.actatropica.2015.05.028.

Fernando N, Hui SW, Tsang CC, Leung SY, Ngan AHY, Leung RWW, Ngan AHY,
Leung RWW, Groff JM, Lau SKP, Woo PCY. 2015. Fatal Fusarium solani species complex
infections in elasmobranchs: the first case report for black spotted stingray (Taeniura
melanopsila) and a literature review. Mycoses 58(7):422–431 DOI 10.1111/myc.12342.

Florio D, Gridelli S, Fioravanti ML, Zanoni RG. 2016. First isolation of tenacibaculum
maritimum in a captive sand tiger shark (carcharias taurus). Journal of Zoo and Wildlife
Medicine 47(1):351–353 DOI 10.1638/2015-0064.1.

Fresia P, Antelo V, Salazar C, Giménez M, D’Alessandro B, Afshinnekoo E, Mason C,
Gonnet GH, Iraola G. 2019. Urban metagenomics uncover antibiotic resistance reservoirs in
coastal beach and sewage waters. Microbiome 7(35) DOI 10.1186/s40168-019-0648-z.

Givens CE, Ransom B, Bano N, Hollibaugh JT. 2015. Comparison of the gut microbiomes of 12
bony fish and 3 shark species. Marine Ecology Progress Series 518:209–223
DOI 10.3354/meps11034.

Gonçalves e Silva F, Dos Santos HF, De Assis Leite DC, Lutfi DS, Vianna M, Rosado AS. 2020.
Skin and stinger bacterial communities in two critically endangered rays from the South Atlantic
in natural and aquarium settings. Microbiology Open 9(12):e1141 DOI 10.1002/mbo3.1141.

Interaminense J, Nascimento D, Ventura R, Batista J, Souza M, Hazin F, Pontes-Filho N,
Lima-Filho J. 2010. Recovery and screening for antibiotic susceptibility of potential bacterial
pathogens from the oral cavity of shark species involved in attacks on humans in Recife, Brazil.
Journal of Medical Microbiology 59(8):941–947 DOI 10.1099/jmm.0.020453-0.

Janse M, Kik MJL. 2012. Mycobacterium avium granulomas in a captive epaulette shark,
hemiscyllium ocellatum (bonnaterre). Journal of Fish Diseases 35(12):935–940
DOI 10.1111/j.1365-2761.2012.01444.x.

Johny TK, Saidumohamed BE, Sasidharan RS, Bhat SG. 2018. Metabarcoding data of bacterial
diversity of the deep sea shark, Centroscyllium fabricii. Data in Brief 21:1029–1032
DOI 10.1016/j.dib.2018.10.062.

Juste-Poinapen NMS, Yang L, Ferreira M, Poinapen J, Rico C. 2019. Community profiling of the
intestinal microbial community of juvenile Hammerhead Sharks (Sphyrna lewini) from the
Rewa Delta, Fiji. Scientific Reports 9(1):1–11 DOI 10.1038/s41598-019-43522-x.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 19/22

http://dx.doi.org/10.1186/s40168-020-00840-x
http://dx.doi.org/10.3389/fmicb.2016.00991
http://dx.doi.org/10.1007/s10482-016-0792-4
http://dx.doi.org/10.1638/2016-0032.1
http://dx.doi.org/10.1016/j.actatropica.2015.05.028
http://dx.doi.org/10.1111/myc.12342
http://dx.doi.org/10.1638/2015-0064.1
http://dx.doi.org/10.1186/s40168-019-0648-z
http://dx.doi.org/10.3354/meps11034
http://dx.doi.org/10.1002/mbo3.1141
http://dx.doi.org/10.1099/jmm.0.020453-0
http://dx.doi.org/10.1111/j.1365-2761.2012.01444.x
http://dx.doi.org/10.1016/j.dib.2018.10.062
http://dx.doi.org/10.1038/s41598-019-43522-x
https://peerj.com/
http://dx.doi.org/10.7717/peerj.14255


Kearns PJ, Bowen JL, Tlusty MF. 2017. The skin microbiome of cow-nose rays (Rhinoptera
bonasus) in an aquarium touch-tank exhibit. Zoo Biology 36(3):226–230
DOI 10.1002/zoo.21362.

Landrigan PJ, Stegeman JJ, Fleming LE, Allemand D, Anderson DM, Backer LD,
Brucker-Davis F, Chevalier N, Corra L, Czerucka D, Bottein MYD, Demeneix B,
Depledge M, Deheyn DD, Dorman CJ, Fénichel P, Fisher S, Gaill F, Galgani F, Gaze WH,
Giuliano L, Grandjean P, Hahn ME, Hamdoun A, Hess P, Judson B, Laborde A, McGlade J,
Mu J, Mustapha A, Neira M, Noble RT, Pedrotti ML, Reddy C, Rocklöv J, Scharler UM,
Shanmugam H, Taghian G, Van de Water JAJM, Vezzulli L, Weihe P, Zeka A, Raps H,
Rampal P. 2020. Human health and ocean pollution. Annals of Global Health 86(1):1–64
DOI 10.5334/aogh.2831.

Leigh SC, Papastamatiou YP, German DP. 2021.Gut microbial diversity and digestive function of
an omnivorous shark. Marine Biology 168(5):55 DOI 10.1007/s00227-021-03866-3.

Liu QQ, Wang Y, Li J, Du ZJ, Chen GJ. 2014. Saccharicrinis carchari sp. nov., isolated from a
shark, and emended descriptions of the genus Saccharicrinis and Saccharicrinis fermentans.
International Journal of Systematic and Evolutionary Microbiology 64(Pt_7):2204–2209
DOI 10.1099/ijs.0.061986-0.

Marancik DP, Berliner AL, Cavin JM, Clauss TM, Dove ADM, Sutton DA, Wickes BL,
Camus AC. 2011. Disseminated fungal infection in two species of captive sharks. Journal of Zoo
and Wildlife Medicine 42(4):686–693 DOI 10.1638/2010-0175.1.

Mylniczenko ND, Harris B, Wilborn RE, Young FA. 2007. Blood culture results from healthy
captive and free-ranging elasmobranchs. Journal of Aquatic Animal Health 19(3):159–167
DOI 10.1577/H06-039.1.

Nakatsuji T, Chen TH, Narala S, Chun KA, Two AM, Yun T, Shafiq F, Kotol PF, Bouslimani A,
Melnik AV, Latif H, Kim J-N, Lockhart A, Artis K, David G, Taylor P, Streib J,
Dorrestein PC, Grier A, Gill SR, Zengler K, Hata TR, Leung DYM, Gallo RL. 2017.
Antimicrobials from human skin commensal bacteria protect against Staphylococcus aureus and
are deficient in atopic dermatitis. Science Translational Medicine 9(378):1–12
DOI 10.1126/scitranslmed.aah4680.

Nogales B, Lanfranconi MP, Pina-Villalonga JM, Bosch R. 2011. Anthropogenic perturbations in
marine microbial communities. FEMS Microbiology Reviews 35(2):275–298
DOI 10.1111/j.1574-6976.2010.00248.x.

Pacoureau N, Rigby CL, Kyne PM, Sherley RB, Winker H, Carlson JK, Fordham SV, Barreto R,
Fernando D, Francis MP, Jabado RW, Herman KB, Liu K-M, Marshall AD, Pollom RA,
Romanov EV, Simpfendorfer CA, Yin JS, Kindsvater HK, Dulvy NK. 2021. Half a century of
global decline in oceanic sharks and rays. Nature 589(7843):567–571
DOI 10.1038/s41586-020-03173-9.

Perry CT, Pratte ZA, Clavere-Graciette A, Ritchie KB, Hueter RE, Newton AL, Fischer GC,
Dinsdale EA, Doane MP, Wilkinson KA, Bassos-Hull K, Lyons K, Dove ADM, Hoopes LA,
Stewart FJ. 2021. Elasmobranch microbiomes: emerging patterns and implications for host
health and ecology. Animal Microbiome 3(1):61 DOI 10.1186/s42523-021-00121-4.

Pirarat N, Sahatrakul K, Lacharoje S, Lombardini E, Chansue N, Techangamsuwan S. 2016.
Molecular and pathological characterization of Fusarium solani species complex infection in the
head and lateral line system of Sphyrna lewini. Diseases of Aquatic Organisms 120(3):195–204
DOI 10.3354/dao03028.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 20/22

http://dx.doi.org/10.1002/zoo.21362
http://dx.doi.org/10.5334/aogh.2831
http://dx.doi.org/10.1007/s00227-021-03866-3
http://dx.doi.org/10.1099/ijs.0.061986-0
http://dx.doi.org/10.1638/2010-0175.1
http://dx.doi.org/10.1577/H06-039.1
http://dx.doi.org/10.1126/scitranslmed.aah4680
http://dx.doi.org/10.1111/j.1574-6976.2010.00248.x
http://dx.doi.org/10.1038/s41586-020-03173-9
http://dx.doi.org/10.1186/s42523-021-00121-4
http://dx.doi.org/10.3354/dao03028
https://peerj.com/
http://dx.doi.org/10.7717/peerj.14255


Pogoreutz C, Gore MA, Perna G, Millar C, Nestler R, Ormond RF, Clarke CR, Voolstra CR.
2019. Similar bacterial communities on healthy and injured skin of black tip reef sharks. Animal
Microbiome 1(1):1–16 DOI 10.1186/s42523-019-0011-5.

Poharkar K, Doijad S, Kerkar S, Barbuddhe S. 2017. Pathogenic bacteria of public health
significance in estuarine mangrove ecosystem. In: Naik MM, Dubey SK, eds. Marine Pollution
and Microbial Remediation. Singapore: Springer, 239–253 DOI 10.1007/978-981-10-1044-6.

Ritchie KB, Schwarz M, Mueller J, Lapacek VA, Merselis D, Walsh CJ, Luer CA. 2017. Survey of
antibiotic-producing bacteria associated with the epidermal mucus layers of rays and Skates.
Frontiers in Microbiology 8:1050 DOI 10.3389/fmicb.2017.01050.

Robinson TP, Bu DP, Carrique-Mas J, Fèvre EM, Gilbert M, Grace D, Hay SI, Jiwakanon J,
Kakkar M, Kariuki S, Laxminarayan R, Lubroth J, Magnusson U, Ngoc PT, Boeckelo TPV,
Woolhouse MEJ. 2016. Antibiotic resistance is the quintessential One Health issue.
Transactions of the Royal Society of Tropical Medicine and Hygiene 110(7):377–380
DOI 10.1093/trstmh/trw048.

Rosenberg E, Zilber-Rosenberg I. 2018. The hologenome concept of evolution after 10 years.
Microbiome 6(78):1–14 DOI 10.1186/s40168-018-0457-9.

Santos FR, Martins DA, Morais PCV, Oliveira AHB, Gama AF, Nascimento RF, Choi-Lima KF,
Moreira LB, Abessa DMS, Nelson RK, Reddy CM, Swarthout RF, Cavalcante RM. 2019.
Influence of anthropogenic activities and risk assessment on protected mangrove forest using
traditional and emerging molecular markers (Ceará coast, northeastern Brazil). Science of the
Total Environment 656(1–2):877–888 DOI 10.1016/j.scitotenv.2018.11.380.

Schaffer PA, Lifland B, Van Sommeran S, Casper DR, Davis CR. 2012. Meningoencephalitis
associated with carnobacterium maltaromaticum-like bacteria in stranded juvenile salmon
sharks (Lamna ditropis). Veterinary Pathology 50(3):412–417 DOI 10.1177/0300985812441033.

Sehnal L, Brammer-Robbins E, Wormington AM, Blaha L, Bisesi J, Larkin I, Martyniuk CJ,
Simonin M, Adamovsky O. 2021. Microbiome composition and function in aquatic
vertebrates: small organisms making big impacts on aquatic animal health. Frontiers in
Microbiology 12:67408 DOI 10.3389/fmicb.2021.567408.

Storo R, Easson C, Shivji M, Lopez JV. 2021. Microbiome analyses demonstrate specific
communities within five shark species. Frontiers in Microbiology 12:1–10
DOI 10.3389/fmicb.2021.605285.

Tao Z, Bullard SA, Arias CR. 2014. Diversity of bacteria cultured from the blood of lesser electric
rays caught in the northern gulf of Mexico. Journal of Aquatic Animal Health 26(4):225–232
DOI 10.1080/08997659.2014.922513.

Tuxbury KA, Young SA, Bradway DS, Marola JL, Salfinger M, Garner MM. 2017. Acute
disseminated mycobacteriosis in captive Atlantic guitarfish (Rhinobatos lentiginosus). Journal of
Veterinary Diagnostic Investigation 29(6):935–938 DOI 10.1177/1040638717721731.

Unger NR, Ritter E, Borrego R, Goodman J, Osiyemi OO. 2014. Antibiotic susceptibilities of
bacteria isolated within the oral flora of Florida blacktip sharks: guidance for empiric antibiotic
therapy. PLOS ONE 9(8):e104577 DOI 10.1371/journal.pone.0104577.

Ward JR, Lafferty KD. 2004. The elusive baseline of marine disease: are diseases in ocean
ecosystems increasing? PLOS Biology 2(4):542–547 DOI 10.1371/journal.pbio.0020120.

Wilkins LGE, Leray M, O’Dea A, Yuen B, Peixoto RS, Pereira TJ, Bik HM, Coil DA, Duffy JE,
Herre EA, Lessios H, Lucey NM, Mejia LC, Rasher DB, Sharp K, Sogin EM, Thacker RW,
Thurber RV, Wcislo WT, Wilbanks EG, Eisen JA. 2019. Host-associated microbiomes drive
structure and function of marine ecosystems. PLOS Biology 17(11):1–15
DOI 10.1371/journal.pbio.3000533.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 21/22

http://dx.doi.org/10.1186/s42523-019-0011-5
http://dx.doi.org/10.1007/978-981-10-1044-6
http://dx.doi.org/10.3389/fmicb.2017.01050
http://dx.doi.org/10.1093/trstmh/trw048
http://dx.doi.org/10.1186/s40168-018-0457-9
http://dx.doi.org/10.1016/j.scitotenv.2018.11.380
http://dx.doi.org/10.1177/0300985812441033
http://dx.doi.org/10.3389/fmicb.2021.567408
http://dx.doi.org/10.3389/fmicb.2021.605285
http://dx.doi.org/10.1080/08997659.2014.922513
http://dx.doi.org/10.1177/1040638717721731
http://dx.doi.org/10.1371/journal.pone.0104577
http://dx.doi.org/10.1371/journal.pbio.0020120
http://dx.doi.org/10.1371/journal.pbio.3000533
https://peerj.com/
http://dx.doi.org/10.7717/peerj.14255


Wosnick N, Leite RD, Giareta EP, Morick D, Musyl M. 2022. Global assessment of shark
strandings. Fish and Fisheries 23:786–799 DOI 10.1111/faf.12648.

Xu ZX, Liang QY, Lu DC, Chen GJ, Du ZJ. 2016. Pistricoccus aurantiacus gen. nov., sp. nov., a
moderately halophilic bacterium isolated from a shark. Antonie van Leeuwenhoek, International
Journal of General and Molecular Microbiology 109(12):1593–1603
DOI 10.1007/s10482-016-0760-z.

Zhang Q, Mu J, Essmann F, Feng Y, Kramer M, Bao H, Grond S. 2011. Acceleration of
emergence of bacterial antibiotic resistance in connected microenvironments. Science
333(6050):1764–1767 DOI 10.1126/science.1208747.

Costa et al. (2022), PeerJ, DOI 10.7717/peerj.14255 22/22

http://dx.doi.org/10.1111/faf.12648
http://dx.doi.org/10.1007/s10482-016-0760-z
http://dx.doi.org/10.1126/science.1208747
https://peerj.com/
http://dx.doi.org/10.7717/peerj.14255

	Elasmobranch-associated microbiota: a scientometric literature review
	Introduction
	Survey methodology
	Results
	Discussion
	Conclusions
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


