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Abstract. Nereis falsa de Quatrefages, 1866 has been regarded as a cosmopolitan species, and several 
species described from different localities have been regarded as junior synonyms of N. falsa. The 
present study is an attempt to resolve the taxonomic confusion in N. falsa, which seems to contain 
several distinct species due to previous inappropriate synonymy, widely distributed in the Atlantic and 
eastern Pacific Oceans. For this purpose, the authors first propose the resurrection of the synonymy of 
N. falsa with Hediste diversicolor that was concluded during the 19th century but disregarded later. After 
the fixation of the identity of N. falsa sensu stricto, the authors re-evaluate the proper taxonomic status 
of species which have previously been confused with N. falsa. Type, topotype and non-type specimens 
were examined; most species are redescribed, and others are reinstated. Nereis splendida Grube, 1840 
is a valid Mediterranean species, and a neotype is proposed; it includes the Mediterranean populations 
of what is currently regarded as N. falsa. Consequently, N. falsa is transferred to Hediste Malmgren, 
1867, and some taxonomic comments are added for the latter genus and a key to species is also included. 
Nereis callaona Grube & Kröyer in Grube, 1857, N. marginata Grube & Örsted in Grube, 1857 and  
N. riisei Grube & Örsted in Grube, 1857 are restricted to tropical American shores and are all redescribed. 
Nereis pelagica lunulata Ehlers, 1901, formerly regarded as a junior synonym of N. falsa by Fauvel 
(1941), is redescribed and elevated in rank to species level. Nereis lucipeta Ehlers, 1908, formerly 
regarded as a junior synonym of N. splendida by Ehlers (1913) and of N. falsa by Fauvel (1919), is 
reinstated. Nereis occidentalis Hartman, 1945 is also redescribed. Furthermore, N. ambigua Treadwell, 
1937, formerly regarded as a junior synonym of N. riisei by Monro (1933), deserves to be reinstated. 
Western Africa specimens recorded as N. falsa are newly described as N. mezianei sp. nov.
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Introduction
Nereis falsa de Quatrefages, 1866 has been regarded as a cosmopolitan species (Salazar-Vallejo et al. 
2017). After Fauvel (1923), it has been recognized that N. falsa belongs to one of the species groups of 
Nereis species having anterior notopodia with two ligules, pharyngeal area V without paragnaths, area 
VI with 4 (5) large paragnaths in a diamond and areas VII–VIII with 2–3 rows of conical paragnaths, and 
posterior notopodial ligules tapered, not foliose. It has also been indicated that N. falsa might include 
several distinct species from different localities all over the world (Salazar-Vallejo et al. 2017), such that 
it could be regarded as a species complex. De Sousa-Paula et al. (2021: 2) defined a species complex as 
“an informal assemblage of taxa whose members are related phylogenetically and share morphological 
similarities.” Fauvel was relying on morphological resemblances when accumulating some species group 
names under N. falsa, but in case differences in some fine diagnostic features are found, the included 
species cannot be regarded as phylogenetically related. To clarify this problematic group, a revision of 
type or topotype specimens under a standardized approach, together with an improved understanding of 
the supposed affinities, might suffice to clarify the differences, if some morphological ones can be noted.

Rathke (1837a) recorded and illustrated, with hesitation, a nereidid species as Lycoris pulsatoria? from 
the Black Sea; its parapodia were shown as having three notopodial ligules. In a separate publication, 
its anatomy and physiology were thoroughly described (Rathke 1837b), and with this information 
Örsted (1843: 23) regarded it as a junior synonym of Nereis diversicolor Müller, 1776. The original 
description for the latter species was very brief (Müller 1776: 217), but the author provided a much 
more detailed one a few years afterward (Müller 1800: 104–118, pl. 6 figs 1–6). Regretfully, although 
de Quatrefages (1866b: 778) had Örsted’s publication, he overlooked the synonymy of L. pulsatoria? 
with N. diversicolor, and proposed Nereis falsa for L. pulsatoria? Rathke, 1837. This means, assuming 
that Örsted was correct, that N. falsa is a junior synonym of N. diversicolor. The same conclusion was 
reached by von Marenzeller (1874: 468–469, footnotes), and this made Bobretzky change his mind. He 
had recorded N. falsa for the Black Sea (Bobretzky 1870: 210–211, pl. 10 figs 24–25), but later regarded 
N. falsa as a junior synonym of N. diversicolor (Bobretzky 1882: 192–193). Consequently, during the 
19th century three experts, Örsted, von Marenzeller and Bobretzky, had pointed out that N. falsa was a 
junior synoym of N. diversicolor. However, this was not based on a study of the type material, which 
seems to be lost (Salazar-Vallejo et al. 2017).

In the early 20th century, the encyclopedic monographs of McIntosh became very influential. In the one 
dealing with nereidids, he cited the publications by Örsted and von Marenzeller, but he did not include 
N. falsa as a junior synonym of N. diversicolor (McIntosh 1910: 312–324), and a similar perspective 
was provided by Heinen (1911: 46–49). Fauvel (1913: 63) disregarded earlier synonyms. There are no 
references in Fauvel’s paper, but he listed both, Örsted and von Marenzeller, in his next publication 
on the same specimens (Fauvel 1914: 407–408) and used the name N. falsa for some Mediterranean 
nereidids. This was incorrect and must be clarified; to emphasize this, quotation marks are used in the 
present paper to indicate the questionable status of the species group name N. falsa for specimens from 
the Mediterranean and nearby marine environments (see below).

Some polychaete species are currently regarded as widespread, or even cosmopolitan. Hutchings & 
Kupriyanova (2018) have recently summarized the historical reasons for this perspective and pointed 
out that most species regarded as such should be studied in detail to clarify their status. Especially 
because, in addition to a few species that were transported associated with Japanese giant oysters or 
were transported as biofouling on ships hulls or in ballast water, many records were the by-product of 
erroneous taxonomical procedures. Salazar-Vallejo et al. (2017) reviewed the situation in the widespread 
nereidid polychaete Nereis falsa de Quatrefages, 1866, and they proposed some steps to solve this 
specific case. The present contribution is an effort to assess this problematic species, and to improve 
our understanding of the current situation, some remarks are needed dealing with cosmopolitan species, 
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the identification of nereidid taxa, the role of some abnormalities for proposing new groups and the 
relevance of the pharyngeal areas as diagnostic features.

A comparative method should be employed to solve the supposed cosmopolitan status of species 
belonging to the “N. falsa” group, using type or topotype specimens of all supposed junior synonyms 
from each relevant region. For the Mediterranean Sea and the adjacent Eastern Atlantic, two similar 
species should be included: N. splendida Grube, 1840 and N. parallelogramma Claparède, 1868; for 
Southern Africa and Madagascar there would be one species: N. lucipeta Ehlers, 1908; and for the 
Northwestern Atlantic only one species: N. occidentalis Hartman, 1945. The Northeastern Pacific records 
were solved by describing a new species elsewhere (Conde-Vela & Salazar-Vallejo 2015), whereas both 
the Southwestern Atlantic and the Southeastern Pacific species (Ehlers 1901a, 1901b; Fauvel 1941; 
Wesenberg-Lund 1962) deserve clarification (see below).

In this contribution, some species resembling “N. falsa” are revised, and the diagnostic features 
mentioned above are assessed. The main conclusions are that N. falsa must be transferred to Hediste, 
as indicated in classical publications, and that N. splendida Grube, 1840 is confirmed and refers to 
Mediterranean specimens of what has been regarded as N. falsa. Furthermore, N. lucipeta Ehlers, 1908 
is reinstated and N. pelagica lunulata Ehlers, 1901 is reinstated and elevated to species rank. Three 
other confused species, N. callaona Grube & Kröyer in Grube, 1857, N. marginata Grube & Örsted in 
Grube, 1857 and N. riisei Grube & Örsted in Grube, 1857, are redescribed. Some specimens recorded as  
N. falsa from Western Africa are newly described as N. mezianei sp. nov.

Material and methods
Morphological characters
The identification of nereidid genera and species requires the observation of several characters of 
the anterior end (pairs of tentacular cirri, number of antennae), of the parapodial ligules and cirri, 
including chaetal features (Gravier 1934), and the presence and arrangement of pharyngeal accessories 
like papillae and paragnaths. Most publications include illustrations for these features, and some give 
additional details about variation, especially on their numbers or size proportions; however, the selection 
of parapodia used for illustrations has not been consistent, making comparisons difficult, especially 
because in many species there are modifications of parapodial development along the body. This 
explains why hard structures, such as paragnaths and chaetae, are usually regarded as more reliable 
than soft structures like antennae, palps and cirri, because being muscular, they are retractile and fragile. 
Nevertheless, once their size variation pattern is known, including abnormalities, the latter are helpful 
in separating similar species.

There are a few studies dealing with variations or abnormalities in nereidid soft structures. Duplicated 
ventral cirri have been found in some parapodia (Mohammad 1981; Conde-Vela & Salazar-Vallejo 
2015), and Coutinho & Santos (2014) made one of the most complete studies in two Brazilian species 
of Perinereis Kinberg, 1865. They found anomalies in an average of 7% of specimens including 
differences in the number of tentacular cirri and eyes, fusion of antennae, and lateral duplication of 
parapodia in single chaetigers. It is interesting that in the compilation and keys for all polychaete genera 
(Fauchald 1977a: 87), the presence of a single antenna is a diagnostic feature for two monotypic nereidid 
genera (Dawbinia Benham, 1950 and Unanereis Day, 1962), although their single antenna might be an 
abnormal fusion of the usually paired ones. A supernumerary antenna was reported and illustrated for 
Nereis rava Ehlers, 1868 by Fauvel (1914: 170, pl. 13 fig. 1), but a new genus was not proposed for it, 
whereas the presence of a single antenna was regarded as an abnormality by Hartman (1936: 471) and 
by Bakken & Wilson (2005: 537).

After Monro (1933), the identification of species of Nereis having pigmented, glandular parapodia has 
been problematic. For example, he recorded the Caribbean N. riisei for Pacific localities in Central 
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America. Hartman (1940) described some species with glandular parapodia, such as N. pseudonereis, 
and synonymyzed other species like N. ambiguus Treadwell, 1937 with N. riisei, probably following 
Monro. Hartman (1940: 224) also remarked that her N. pseudonereis resembled N. falsa by following 
Fauvel (1923). Besides the pigmented parapodial glands, these species differ especially in the paragnath 
pattern in areas VII–VIII; one group of species, including N. riisei, is provided with a single row of a few 
paragnaths, whereas the other species have two bands ventrally, including N. pseudonereis (Hartman, 
1940) (see below). Reish (1954) concluded that N. pseudonereis was a junior synonym of N. callaona, 
but the delineation for other species remains confusing.

Paragnaths are arranged along the pharyngeal areas and their types and distribution are traditional 
generic diagnostic features, although some refinement is needed regarding their shape and usefulness 
for delineating taxa, because homoplasy is common among nereidids (Bakken & Wilson 2005; Bakken 
et al. 2009). Nereis Linnaeus, 1758 has over 210 valid species (Read & Fauchald 2020). In Nereis, 
paragnaths are always conical and present in oral and maxillary rings, but their relative abundance and 
size has been regarded as variable within certain ranges. However, paragnaths in the dorsal areas V 
and VI show very little variation (González-Escalante & Salazar-Vallejo 2003; Conde-Vela & Salazar-
Vallejo 2015). A similar condition may apply to the paragnaths in areas VII–VIII, at least regarding their 
arrangement in a single transverse row as opposed to two or more.

Specimen examination
Specimens were measured with a BioQuip micro-ruler (0.1 mm divisions) or a plastic ruler (in milimetres) 
for complete body length, or in case of anterior fragments, the total length; width was measured at about 
chaetiger 7, without chaetae. Specimens were observed and photographed with a digital camera mounted 
on stereo microscopes or compound microscopes. To compare the size of parapodial structures, we 
followed the proposals by Conde-Vela & Salazar-Vallejo (2015) and Conde-Vela (2018). The comparison 
of size for several features includes an ‘×’, referring to the number of times each feature is larger than 
the other. Anteroventral dissections were made in several specimens to observe the patterns of paragnath 
arrangement and to count teeth on the jaws. Sometimes specimens were immersed for 1 min or less in 
an oversaturated methyl green solution in ethanol or for a few seconds in Shirlastain A to enhance the 
visibility of some features. In the results, some refinement of earlier ideas about morphological features 
are introduced dealing with the anterior end of nereidids, about the parapodial ligules and glandular 
masses in Nereis, and about the grouping of species of Nereis based on their pharyngeal features, 
parapodial ligules and blades of homogomph falcigers. An additional nomenclatural note is added in 
the morphology section, and some species are later redescribed. Diagnoses and keys are given for atoke 
specimens. Series of digital photographs were compressed with HeliconFocus, and plates were arranged 
with PaintShopPro. In some cases, line drawings were made if no camera was available. The formatting 
of material citations in the descriptions follows Chester et al. (2019). Field data for the Templeton 
Crocker Expedition stations are after Beebe (1937). Species are presented in chronological order after 
their description, but a taxonomic comment and a key to the species of Hediste are included after dealing 
with N. splendida and continuing afterwards for other species of Nereis. Descriptions are given focusing 
on type specimens, and further details are given for better preserved specimens, topotypes or alternatives 
as separate sections, in order to illuminate variation.

Repositories
AMNH = American Museum of Natural History, New York, USA
ECOSUR = El Colegio de la Frontera Sur, Unidad Chetumal, Quintana Roo, Mexico
ICMyL = Instituto de Ciencias del Mar y Limnología, Polychaete Collection, UNAM, Mexico City
LACM = Natural History Museum of Los Angeles County, Allan Hancock Foundation Polychaete 

Collection, Los Angeles, California, USA
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MNHN = Muséum national d’histoire naturelle, Paris, France
NHMD = Natural History Museum of Denmark (formerly Zoological Museum), University of 

Copenhagen, Denmark
SMF = Senckenberg-Museum, Frankfurt am Main, Germany
UANL = Universidad Autónoma de Nuevo León, Facultad de Ciencias Biológicas, Laboratorio de 

Biosistemática, Polychaete Collection, San Nicolás de los Garza, Nuevo León, Mexico
UMML = Museum of Marine Invertebrates, University of Miami, Rosenstiel School of Marine and 

Atmospheric Sciences, Miami, USA
ZMB = Museum für Naturkunde, Berlin, Germany

Results
Morphological features
Anterior end
Most traditional diagnostic features are concentrated on the pharynx, parapodia and chaetae (Gravier 
1901). However, the prostomium, especially the relative size of eyes together with the modification of 
the anterior margin of the following segment, can be useful to separate similar species. Thus, a rigorous 
means to assess the size of eyes is to compare them against the prostomial width at the level of the 
eyes. Sometimes anterior eyes look reniform, but their shape is taken as circular, and then this size is 
compared with the width of the ocular prostomial region and can be indicated as a fraction of ocular 
region width. On the other hand, the first segment has been called peristomium despite the fact that it 
has been long known that the original first chaetiger has been cephalized (Schroeder & Hermans 1975: 
161). It is herein regarded as the tentacular belt, as defined elsewhere for hesionids (Salazar-Vallejo 
2020: 12), with the difference that unlike in larger hesionids, in most nereidids there are two original 
chaetigers implied. This was concluded by Winchell et al. (2010: 4), although they preferred to use 
the term achaetous ring, instead. However, because the term ring might be equated with segment, as 
indicated in the etymology for annelids (or Annulata, animals with rings), an alternative solution is to 
regard these cephalized segments as a belt. The tentacular belt is often projected anteriorly over the 
body sides, whereas the anterior margin can be straight or projected anteriorly. As a consequence, the 
posterior eyes can be partially or completely concealed; furthermore, the anterior margin can sometimes 
be displaced posteriorly such that the posterior eyes are completely visible, and even the nuchal organs 
can be seen as well, as shown below for Nereis lucipeta. There has been little emphasis on using features 
of the tentacular belt as diagnostic, although Hefferan (1900: 129) indicated that its length, in comparison 
to that of chaetiger 1, can be used to separate two similar species.

Parapodial ligules
Two different patterns were recognized in the shape of parapodial ligules along anterior chaetigers. In 
the first one, present in N. splendida, ligules are blunt, slightly longer than wide (Fig. 1A), whereas 
median and posterior parapodia have longer, digitate ligules (Fig. 1B), which become conical, more 
or less pointed in posterior parapodia (Fig. 1C). The second pattern is present in N. mezianei sp. nov., 
where anterior, median and posterior parapodia have tapered ligules (Fig. 2). Median and posterior 
chaetigers have parapodial ligules tapered in all species.

Parapodial glands
The presence, shape and pigmentation of parapodial glands can be used to separate similar species. 
Augener (1918: 184) and later Fauvel (1936: 35) noted some African specimens with blackish parapodia, 
and the former gave further details for the parapodia of what he regarded as the type of N. splendida, 
indicating both dorsal and ventral ligules were blackish (Augener 1918: 186), but no further details were 
given on their shape or relative size.
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Parapodial glands can be separated into three basic patterns: tubular, granulose and solid. Tubular 
glands have a fine mesh of thin tubules, with varying intensities of pigmentation. Granulose glands are 
rather irregular, with margins ill-defined and heterogenous cores, but differing from adjacent tissues in 
density or pigmentation. Solid glands are regular, with well defined margins, especially laterally, and 
homogeneous cores.

Tubular glands are present in Nereis mezianei sp. nov., a species formerly recorded as N. falsa by Fauvel 
(1936). The glands have a dark pigmentation, giving a dark or even blackish appearance to parapodial 
ligules, but they are not present inside cirri. The pigmentation is less intense in anterior chaetigers  
(Fig. 2A), and becomes darker in median (Fig. 2D) and posterior chaetigers (Fig. 2G). These glands 
extend along most of the available space in notopodial and ventral ligules; its tubes are rather smooth in 
anterior chaetigers (Fig. 2B–C). In median and posterior chaetigers these glands become more complex, 
with an expanded convolute basal area, penetrating inside the parapodial lobe beyond the widest ligule 
base. In all ligules, tubes extend along them but become regularly corrugated or monilate (Fig. 2E, H), 
and even in neuropodial ligules these glandular tubes extend distally, reaching the ligular tips (Fig. 2F, I),  
although distal areas are less heavily pigmented. Tubular glands are also present in N. occidentalis.

Granulose parapodial glands are present in N. callaona, N. lucipeta and N. lunulata stat. nov. Solid 
parapodial glands are shown by specimens of N. marginata, N. splendida and N. riisei. However, some 
transitional forms are shown by non-type specimens of N. marginata and N. riisei.

Nereis species groups
Pharyngeal paragnath patterns in areas VII–VIII, the shape and development of parapodial ligules and 
features of the homogomph falcigers can be used to separate species of Nereis into several groups 
(Table 1). Homogomph falciger blades can be smooth or finely denticulate with blunt tips, have 
abundant denticles with tips acute or incurved, or only a few large denticles. Parapodial ligules can 
be blunt, slightly longer than wide, or elongate, tapered, and upper notopodial ligules can be basally 
hypertrophied in posterior chatigers. Pharyngeal areas VII–VIII can have a single row of paragnaths, 
have a band with abundant paragnaths or be smooth. The largest keys available for species of Nereis 
(Wu et al. 1985: 94–95; Khlebovich 1996: 124–126) emphasized pharyngeal paragnath patterns over 
parapodial or chaetal features. These proposals for grouping species (Table 1) are working hypothesis 
deserving further analysis, but that is beyond our current objectives. However, Table 1 shows that some 

Fig. 1. Nereis splendida Grube, 1840, non-type juvenile (MNHN 423-531), after methyl green staining. 
A. Chaetiger 9, right parapodium, anterior view. B. Chaetiger 25, right parapodium, anterior view.  
C. Chaetiger 46, right parapodium, anterior view.
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of the species formerly regarded as junior synonyms of N. splendida actually belong to different groups 
of species.

Nomenclatural note about nereidids described in Annulata örstediana
Grube (1857) proposed 11 new Nereis species and placed them into three subgenera: 1) Nereis, as 
restricted by Örsted, 1843, with N. debilis Grube & Örsted in Grube, 1857, N. krebsii Grube & Örsted 
in Grube, 1857, N. marginata Grube & Örsted in Grube, 1857, N. puncturata Grube & Örsted in Grube, 
1857, N. rigida Grube & Örsted in Grube, 1857, N. riisei Grube & Örsted in Grube, 1857 and N. vallata 
Grube & Kröyer in Grube, 1857; 2) Nereilepas de Blainville, 1828 including N. callaona Grube & Kröyer 
in Grube, 1857 and N. variegata Grube & Kröyer in Grube, 1857; and 3) Heteronereis Örsted, 1843 
with N. caudipunctata Grube & Örsted in Grube, 1857 and N. pannosa Grube & Kröyer in Grube, 1857. 

Fig. 2. Nereis mezianei sp. nov., non-type juvenile (MNHN 372-45). A. Chaetiger 9, left parapodium, 
anterior view. B. Same, base of notopodial ligules. C. Same, base of ventral ligule. D. Chaetiger 25, 
left parapodium, posterior view. E. Same, dorsal ligule. F. Same, ventral ligule. G. Chaetiger 46, left 
parapodium, posterior view. H. Same, notopodial ligules. I. Same, ventral ligule.
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Furthermore, this arrangement into three genera was followed in his index to all species (Grube 1858: 
119). Therefore, all these species were originally placed in Nereis and separated into three subgenera; the 
subgeneric separation can be traced back to Grube (1850: 296–300). Salazar-Vallejo & Eibye-Jacobsen 
(2012) overlooked this arrangement, probably following Hartman’s catalogue of the polychaetes of the 
world (Hartman 1959). Here, Grube’s original combinations are used when necessary.

Systematics

Phylum Annelida Lamarck, 1809
Order Phyllodocida Dales, 1962

Family Nereididae de Blainville, 1818
Genus Hediste Malmgren, 1867

Hediste diversicolor (Müller, 1776)

Nereis diversicolor Müller, 1776: 217

Table 1. Species groups of Nereis Linnaeus, 1758 and representative species based on descriptions or 
redescriptions (original).

I Blades of homogomph falcigers finely denticulate to smooth
A Posterior parapodia with dorsal ligules expanded

1 Pharyngeal areas VII–VIII with a wide band of paragnaths of progressive size (N. vexillosa 
Grube, 1851)

2 Pharyngeal areas VII–VIII with a wide band of paragnaths of mixed sizes (N. grubei Kinberg, 
1866)

B Posterior parapodia with dorsal ligules not markedly expanded
1 Parapodial ligules blunt, slightly longer than wide; pharyngeal areas VII–VIII with irregular, 

continuous rows of paragnaths of different sizes (N. pelagica Linnaeus, 1758)
2 Parapodial ligules tapered, markedly longer than wide; pharyngeal areas VII–VIII with 

discontinuous rows of paragnaths (N. zonata Malmgren, 1867)
II Blades of homogomph falcigers denticulate

A Posterior parapodia with dorsal ligules expanded
1 Pharyngeal areas VII–VIII with a single row of large paragnaths (N. nicholsii Kott, 1951)
2 Pharyngeal areas VII–VIII with a wide band of paragnaths of mixed size (N. callaona Grube & 

Kröyer in Grube, 1857)
B Posterior parapodia with dorsal ligules not expanded, conical, tapered

1 Pharyngeal areas VII–VIII without paragnaths (N. surugaense Imajima, 1972)
2 Pharyngeal areas VII–VIII with a single row of large paragnaths (N. rava Ehlers, 1868, N. riisei 

Grube & Kröyer in Grube, 1857)
3 Pharyngeal areas VII–VIII with 2–3 rows of large paragnaths (N. splendida Grube, 1840)

III Blades of homogomph falcigers dentate
A Posterior parapodia with dorsal ligules not expanded

1 Pharyngeal areas VII–VIII with a single row of large paragnaths (N. jacksoni Kinberg, 1866)
2 Pharyngeal areas VII–VIII with a wide band of progressively decreasing paragnaths  

(N. triangularis Hutchings & Turvey, 1982)
B Posterior parapodia with dorsal ligules expanded, strap-like; pharyngeal areas VII–VIII with a single 

row of large paragnaths (N. denhamensis Augener, 1913)
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Nereis diversicolor – Örsted 1843: 23, figs 66, 68, 73. — Müller 1800: 104–118, pl. 6 figs 1–6. — 
McIntosh 1910: 312–324. — Heinen 1911: 46–49. — Fauvel 1923: 344, fig. 133a–f. — Chambers 
& Garwood 1992: 28–31, fig. 41.

Hediste diversicolor – Malmgren 1867: 165–166, pl. 28 fig. 28. — Bakken 2004: 34–35, fig. 11.
Nereis (Hediste) diversicolor – von Marenzeller 1874: 466–469, pl. 7 fig. 3. — Hartmann-Schröder 

1996: 201–204, fig. 88.

Remarks
The taxonomic history of Hediste diversicolor is rather complex and has not been fully resolved. The 
original description was “body subdepressed, parapodia tapered with chaetae” (Müller 1776: 217), and 
no Greenlandic name or type locality was indicated; after invoking the ICZN, the Commission has 
moved to conclude that “the type locality has not been clarified” (Oug et al. 2014: 220). However, 
recommendation 76A1.3 is to take into account “the original description of the taxon”. The second line 
for the original description includes two references: “Würm. 104, t. 6, Str. S. 1, p. 198, 2?” The first 
is a previous paper by the author (Müller 1771), whereas the latter is a paper: “Physik og oeconomisk 
Beskrievelse over fogderiet Söndmör” by Hans Ström (published in Soröe [Sorø, Denmark] in 1762). 
We could not find the latter, but we found two editions of the former which contain an extended 
description (Müller 1771: 102–111, pl. 6 figs 1–6) and indications that the specimens were collected 
in Copenhagen. This information complies with the recommendation, and consequently the type 
locality should be Copenhagen, Denmark. It was reiterated in the second edition (Müller 1880: 110). 
Furthermore, specimens identified as H. diversicolor from the Baltic Sea include at least two different 
species, and this has complicated solving what we should regard as this biological species (Virgilio  
et al. 2009; Tosuji et al. 2019).

Örsted (1843: 23) provided a description of Nereis diversicolor and included illustrations of the anterior 
end, one jaw and one parapodium (pl. 4 figs 66, 68, 73). From the description, he emphasized that 
the tentacular cirri could reach segments 5–6, that dorsal cirri were short, parapodial ligules tapered 
and the notopodia had three ligules. He also indicated that this was a very common species living in 
sediments along Danish coasts, and in the synonymy he listed the species that Rathke (1837a) had 
recorded as Lycoris pulsatoria? Örsted relied on the original description by Rathke (1837a) and on the 
additional detailed account of its anatomy published separately (Rathke 1837b). Because the typical  
N. diversicolor and the recorded specimens of L. pulsatoria? have three notopodial ligules, he regarded 
them as synonymous.

On the other hand, Malmgren (1867: 48–49) used the number of notopodial ligules in his key to genera, 
and for species having three ligules he proposed Hediste, with N. diversicolor as its only species and 
listing N. sarsi Rathke, 1843, described from Molde, Norway, and N. depressa Frey & Leuckart, 1847, 
described from Helgoland, as synonyms. Malmgren did not use the diagnostic anchylosed neurofalcigers 
in his diagnosis, nor in the species description, and did not illustrate them. Ehlers (1868: 554) added 
N. brevimanus Johnston, 1840, described from Ireland, to the list of synonyms, provided a complete 
description and indicated that Hediste diversicolor could also be found in fresh-water environments.

Key to species of Hediste Malmgren, 1867
1. Areas VII–VIII with a single row of denticles (rarely 2–5 supernumerary paragnaths) ...............2
– Areas VII–VIII with two rows of denticles; palpophores continuous, 3–4  × as long as wide; area 

II with about 15 paragnaths per side ...............................................................................................7

2. Palpophores with a transverse depression (looking bisegmented); longest tentacular cirri reaching 
chaetigers 2–3; area II with about 15 medium-sized paragnaths per side ......................................
..........................................................................................H. limnicola (Johnson, 1903) (California)

– Palpophores continuous, 2  × as long as wide ...................................................................................3
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3. Area II with 10 or fewer large paragnaths per side; longest tentacular cirri reaching chaetigers 
6–9; areas VII–VIII with 19–26 paragnaths ..............................H. japonica (Izuka, 1908) (Japan)

– Area II with more than 20 tiny paragnaths per side; longest tentacular cirri reaching chaetigers 
8–9; areas VII–VIII with 9–35 paragnaths ...............H. atoka Sato & Nakashima, 2003 (Japan)

– Area II with 10–20 paragnaths ........................................................................................................4

4. Areas VII–VIII with 8 paragnaths; longest tentacular cirri reaching chaetiger 5 ..........................
.......................................................H. sakhalinensis (Okuda, 1935) (Sakhalin Island, Japan Sea)

– Areas VII–VIII with 11–41 paragnaths ..........................................................................................5

5. Posterior parapodia with median ligule as long as dorsal one; longest tentacular cirri reaching 
chaetigers 6–12 ......................................................H. diadroma Sato & Nakashima, 2003 (Japan)

– Posterior parapodia with median ligule markedly smaller than dorsal one .................................6

6. Longest tentacular cirri reaching chaetiger 6 ..................H. lighti (Hartman, 1938) (California)
– Longest tentacular cirri reaching chaetiger 2 ......H. rabatensis (Mohammad, 1989) (Morocco)

7. Neuropodial anchylosed falcigers subdistally constricted; tentacular cirri reaching chaetigers 5–7 
....................................H. diversicolor (Müller, 1776) sensu Hartmann-Schröder 1996 (Baltic Sea)

– Neuropodial anchylosed falcigers subdistally swollen; tentacular cirri reaching chaetigers 5–9 ....
......................................................................................................................................H. diversicolor 
(Müller, 1776) sensu Khlebovich 1996 (Black Sea; matching N. falsa (de Quatrefages, 1866))

Remarks
Smith (1959), after comparing the types, concluded that H. lighti was a junior synonym of H. limnicola. 
They differ in pigmentation in living specimens, H. limnicola being reddish, whereas H. lighti is 
transparent. A more detailed comparison is needed to confirm this synonymy. Day (1967) described 
Nereis gilchristi based on a single small specimen (8 mm long, 40 chaetigers) collected in South 
Africa. He indicated that it has only two notopodial ligules in anterior chaetigers, which is an important 
difference and deserves a separate assessment when assigning it to a genus. The key above should be 
used cautiously because the status of the type species must be clarified, since there are two cryptic 
species in the Baltic Sea (Röhner et al. 1997; Virgilio et al. 2006; Audzijonyte et al. 2008), and some 
Mediterranean and Black Sea forms (Virgilio et al. 2009; Cossu et al. 2012) might necessitate the re-
establishment of some names currently regarded as junior synonyms.

Genus Nereis Linnaeus, 1758

Nereis splendida Grube, 1840
Figs 1, 3–6

Nereis splendida Grube, 1840: 75–76.
Nereis (Nereilepas) parallelogramma Claparède, 1868: 477–478, pl. 9 fig. 7, pl. 10 fig. 2.

Nereis splendida – Grube 1874: 70 (synonymy). — Núñez 2004: 375–378, fig. 139. — Alós et al. 2004: 
513 (synonymy).

Nereis falsa – Fauvel 1913: 63; 1916: 81–84, pl. 5 figs 1–11 (synonymy, partim); 1923: 337–338, fig. 
129e–m; 1950: 353. — Fauvel & Rullier 1959: 517–518. — Rullier & Amoureux 1969: 120. — 
Gravina et al. 2015: 155, fig. 9 (synonymy) (non de Quatrefages, 1866).
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Diagnosis
Nereis with tentacular belt 2 × as long as first chaetiger; tentacular cirri reaching chaetiger 4–5. Jaws 
with 5–6 denticles; paragnaths arranged as follows: I: 2 in tandem; II: 21–22 in two rows; III: 28–40; 
IV: 35–36; V: 0; VI: 4–5; VII–VIII: 66 in 2 bands. Posterior parapodia with ventral ligule longer than 
neuracicular ligules and ventral cirri.

Material examined
Neotype

ITALY • ♂ epitoke; Naples, Rade de Santa Lucia; Campagnes de M. Albert 1er de Monaco, 1885–1910, 
stn 311; electric light; 4 Aug. 1893; MNHN 423-311.

Other material
Atokes

MEDITERRANEAN SEA • 1 spec. (22 mm long, 2 mm wide, 71 chaetigers; anterior and median 
parapodial ligules blunt, digitate, posterior ones tapered; pharynx fully exposed, area VI: 4+5 in 
diamond); MNHN A83b • 4 specs (without posterior regions, 16–31 mm long, 1.1–3.0 mm wide, 48–
57 chaetigers; longest tentacular cirri reach chaetigers 3–4; one medium-sized specimen with pharynx 
fully exposed); Chaine de l’Eider, Monaco, port; Campagnes de M. Albert 1er de Monaco, 1885–1910, 
stn 531; 13 Sep. 1905; MNHN 423-531 • 1 spec. (30 mm long, 2 mm wide, 82 chaetigers; pharynx 
not exposed; longest tentacular cirri reach chaetiger 3; anal cirri as long as last 7–8 chaetigers); same 
collection data as for preceding; MNHN 495-1.

Epitokes
ALGERIA • 2 ♂♂ (10–17 mm long, 2–3 mm wide, 50–79 chaetigers), 1 ♀ (22 mm long, 2 mm wide, 78 
chaetigers); Algiers, entrance to port; 36°46′00″ N, 03°04′00″ E; light trap; 20 Aug. 1924; MNHN A83 
(lot also includes 1 smaller ♂ epitoke of another species).

MOROCCO • 3 ♂♂ (22.0–24.5 mm long, 3.0 mm wide, 76–78 chaetigers; longest tentacular cirri 
reaching chaetigers 5–7; jaws with 7 accessory denticles); Rade de El Yadida (formerly Mazaghan); 
33°14′ N, 08°30′ W; Campagnes de M. Albert 1er de Monaco, 1885–1910, stn 779; electric light; 23 
Jun. 1897; MNHN 423-779a • 5 ♂♂ (16.0–20.5 mm long, 2.0–2.5 mm wide, 74–78 chaetigers; longest 
tentacular cirri reaching chaetigers 5–7; jaws with 6–7 accessory denticles); same collection data as for 
preceding; MNHN 423-779b.

SENEGAL • 2 ♀♀ (pre-epitokes, dehydrated, one complete, one anterior fragment; complete one  
31 mm long, 3 mm wide, 83 chaetigers; longest tentacular cirri reach chaetiger 5–6; chaetiger 47 with 
ventral cirri shorter than ventral ligule; oocytes loose in coelom from chaetiger 2, each about 150 μm in 
diameter); Dakar; 1947; R. Sourie leg.; MNHN 495-1947a.

Description
Neotype

Body. Complete, bent laterally, medially collapsed by label, anterior end breaking off at chaetiger 7, 
pharynx fully exposed. Length 15 mm, width 3 mm, 73 chaetigers. Dorsum brownish along body, 
wider transverse bands along non- natatory region, with a paler longitudinal tapered band finishing on 
chaetiger 18 (Fig. 3A). Divided into two regions: non-natatory region includes chaetigers 1–18; natatory 
region with parapodia markedly transformed along chaetigers 19–73.

Prostomium. As long as wide, dorsal groove present. Eyes black, enlarged, fused laterally, subequal, 
slightly smaller than ⅓ of prostomial width. Antennae tapered, divergent, ⅓ as long as prostomium, as 
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long as palpophores. Palpophores massive, expanded laterally, as long as wide, palpostyles rounded, 
small.

Tentacular belt. 2 × as long as first chaetiger, anterior margin not covering posterior eyes (Fig. 3A, C). 
Tentacular cirri corrugated, longest one reaching chaetiger 8.

Pharynx. Exposed (Fig. 3B–C). Paragnath formula: I: 2, small, in tandem; II: 24–26 in 2–3 oblique 
rows; III: 38 in oval group; IV: 40–42 in oval groups; V: 0; VI: 4–5 in diamond; VII–VIII: 54, larger, in 
2 irregular rows.

Parapodia. Not dissected to avoid further damage (see below).

Posterior region. Tapered into a blunt cone; pygidium with anus expanded, with 2–3 series of digitate 
anal cirri (Fig, 3D).

Male epitokes (MNHN A83) 
Body. Complete, 10–17 mm long, 2–3 mm wide, 50–79 chaetigers; specimens slightly damaged, almost 
colorless, with pharynges fully exposed.

Prostomium. As long as wide, dorsal groove present. Eyes blackish, enlarged, rounded, fused laterally, 
enlarged, anterior eyes about as large as ⅓ prostomial width (Fig. 4A). Antennae ⅓ as long as prostomium, 
tapered, longer than palps. Palpophores massive, blunt, subcylindrical, about as wide as long, palpostyles 
directed ventrally, rounded, small. 

Tentacular belt. 2 × as long as first chaetiger, anterior margin not covering eyes. Tentacular cirri 
corrugated, longest ones reaching chaetiger 5 (Fig. 4A).

Fig. 3. Nereis splendida Grube, 1840, neotype (MNHN 423-311), male epitoke. A. Anterior region, 
dorsal view, depressed by cover slip. B. Anterior end, dorsal view. C. Anterior end, ventral view.  
D. Posterior region, dorsal view.
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Pharynx. Everted, jaws amber-colored, tips brownish, each with 7–8 teeth (Fig. 4A–B). Paragnath 
formula: I: 2 in tandem; II: 22–24 in 2–3 oblique rows; III: 36 in oval transverse group; IV: 38–40 in 
oval groups; V: 0; VI: 4–5 in diamond; VII–VIII: 38–44, not larger than other ones, in 2 irregular rows.

Pattern of parapodial ligules. Anterior chaetigers with ligules blunt, longer than wide in first few 
chaetigers, soon becoming as long as wide; natatory region with ligules tapered, 3–4 × as long as wide.

Regions. Body divided into two regions: non-natatory region includes chaetigers 1–19, subdividided 
into two sections: 1) chaetigers 1–8 with dorsal and ventral cirri basally to medially swollen, 2) chaetigers 
9–19 with both dorsal and ventral cirri cirriform; and natatory region with markedly transformed 
parapodia includes chaetigers 20–79 (to end of the body), plus pygidium.

Chaetigers 1–2. With neuraiculae only (Fig. 4C), with both noto- and neuraciculae thereafter. Dorsal 
cirrus cattail-like, 3 × as thick and almost 2 × as long as ventral one, basal swollen section 5 × as wide 
and 4–5 × as long as distal narrow section. Dorsal ligule digitiform, shorter than neuracicular ligule. 
Neuracicular ligule subconical, truncate, as long as ventral ligule; ventral ligule digitiform, slightly 
longer than dorsal one. Ventral cirrus with basal swollen section 4 × as wide and 2 × as long as distal 
narrow section. Supracicular neurochaetae: 3 homogomph spinigers and 2 heterogomph falcigers 
with blades 5–6 × as long as wide, spinulose, tendon barely developed; subacicular neurochaetae:  
5 homogomph spinigers, with blades long or short, and 3 heterogomph falcigers, one with blade longer 
than the others.

Chaetigers 9–19 (Fig. 4D). With dorsal cirrus cirriform, full of sperm. Dorsal cirrus slightly longer and 
wider than ventral ones, basal swollen section 3 × as thick and 2.5 × as long as distal narrow section. 
Dorsal and median ligules digitiform, tapered, barely longer than wide, about as long as neuracicular 

Fig. 4. Nereis splendida Grube, 1840, non-type, largest male epitoke (MNHN A83), after Shirlastain-A 
staining. A. Anterior region, dorsal view. B. Anterior end, ventral view. C. Chaetiger 2, right parapodium, 
anterior view. D. Chaetiger 15, right parapodium, anterior view. E. Chaetiger 30, right parapodium, 
anterior view. F. Chaetiger 74, right parapodium, posterior view (chaetae omitted). G. Posterior region, 
dorsal view.
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ligule. Neuracicular ligule subconical, 1.5 × as long as ventral ligule; ventral ligule blunt, 1.5 × as long 
as wide. Ventral cirrus with basal swollen section 2 × as wide and as long as distal narrow section. 
Notochaetae 4 homogomph spinigers. Supracicular neurochaetae: 2 homogomph spinigers and  
2 heterogomph falcigers; subacicular neurochaetae: 6 heterogomph falcigers.

Anterior natatory parapodia (Fig. 4E). With large expanded fan lobes basal to dorsal and ventral 
cirri, and on median and neuracicular ligules (Fig. 4E). Dorsal cirrus wider and longer than ventral 
cirrus, 2.5 × as long as rounded dorsal lamellae, with spherical, centrally open expanded areas. Dorsal 
ligule digitiform, tapered, 5–6 × as long as wide, as long as median ligule; median ligule arrowhead-
shaped, with lamella on ventral side. Neuracicular ligule digitiform; postchaetal lobe transformed into 
flabelliform lamella, as long as neuracicular ligule; ventral ligule digitate, about 5 × as long as wide, as 
long as neuracicular ligule, with a small dorsal protuberance near base. Ventral cirrus with upper lamella 
digitiform, 7–8 × as long as wide, lower lamella flabelliform, about 2 × as long as wide. Noto- and 
neuropodial natatory chaetae sesquigomph, blades fusiform, 8–10 × as long as wide, one margin finely 
denticulate, tips tapered, usually eroded.

Posterior natatory parapodia (Fig. 4F). With slightly reduced modifications; glandular areas better 
defined in ligules, being smaller than those present in anterior natatory region. Dorsal cirrus slightly 
longer, as wide as ventral one, 3–4 × as long as digitiform dorsal lamella. Dorsal and median ligules 
subconical, subequal, tapered; dorsal ligule 1.2 × as long as wide; median ligule arrowhead-shaped, with 
lamella on ventral side. Neuracicular ligule digitiform; postchaetal lobe transformed into flabelliform 
lamella, as long as neuracicular ligule; ventral ligule digitiform, tapered, about 5–6 × as long as wide, 
as long as neuracicular ligule. Ventral cirrus slightly longer than upper and lower lamellae; upper 
lamella digitiform, lower one flabelliform. Noto- and neuropodial natatory chaetae sesquigomph, blades 
fusiform, 7–9 × as long as its widest area, very finely denticulate along one margin.

Posterior region. Abruptly tapered (Fig. 4G). Pygidium expanded into a rosette with several rows of 
digitiform papillae-like anal cirri, each 2–4 × as long as wide.

Female epitoke (MNHN A83)
Body. Complete, 22 mm long, 2 mm wide, 78 chaetigers, slightly damaged, almost colorless, with 
pharynx fully exposed.

Prostomium. As long as wide, dorsal groove present. Eyes blackish, enlarged, rounded, anterior ones 
about as large as ⅓ prostomial width (Fig. 5A). Antennae ⅓ as long as prostomium, slightly longer than 
palps. Palpophores massive, blunt, subconical, slightly wider than long, palpostyles rounded, small. 

Tentacular belt. 2 × as long as first chaetiger, anterior margin not covering posterior eyes. Tentacular 
cirri corrugated, longest ones reaching chaetiger 8 (Fig. 5A).

Pharynx. Everted, jaws amber-colored, tips brownish, each with 5–6 teeth (Fig. 5A–B). Paragnath 
formula: I: 2 in tandem; II: 10–12 in two oblique rows; III: 25 in oval transverse group; IV: 34–36 in 
oval oblique groups; V: 0; VI: 4 in diamond; VII–VIII: 44, larger, in 2 irregular rows.

Pattern of parapodial ligules. Anterior chaetigers with ligules blunt, as long as wide, or slightly 
longer than wide; median and posterior chaetigers with ligules tapered or digitate, about 2 × as long as 
wide, or longer.

Regions. Body separated into three regions: non-natatory region includes chaetigers 1–25 sub-dividided 
into two sections: 1) chaetigers 1–5 with dorsal and ventral cirri basally to medially swollen, 2) chaetigers 
6–25 with both dorsal and ventral cirri cirriform; natatory region with markedly transformed parapodia 
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includes chaetigers 26–65; and caudal region with slightly transformed parapodia includes chaetigers 
66–78 (end of the body).

Chaetigers 1–2. With neuraciculae only (Fig. 5D); with both noto- and neuraciculae thereafter. Dorsal 
cirrus thicker, slightly longer than ventral cirrus, basal swollen section 4 × as wide and 3 × as long as 
distal narrow section. Neuracicular ligule subconical, slightly shorter than ventral ligule; ventral ligule 
digitiform, 1.2 × as wide as long. Ventral cirrus with basal swollen section 3 × as wide and 2 × as long as 
distal narrow section. Supracicular neurochaetae: 4 homogomph spinigers and 2 heterogomph falcigers 
with blades 4–5 × as long as wide, spinulose, tendon barely developed; subacicular neurochaetae:  
4 heterogomph spinigers and 6 heterogomph falcigers with blades 6–8 × as long as wide, spinulose, 
tendon barely developed.

Chaetigers 6–25 (Fig. 5E). Full of oocytes, with dorsal cirrus slightly longer and wider than ventral 
cirrus, 2.5 × as long as dorsal ligule. Dorsal and median ligules digitiform, slightly longer than wide, 
slightly longer than median ligule. Neuracicular ligule subconical, slightly longer than ventral ligule; 
ventral ligule digitiform, slightly longer than wide. Notochaetae 4 homogomph spinigers. Supracicular 
neurochaetae: 4 homogomph spinigers and 3 heterogomph falcigers with blades 2–3 × as long as 
wide, spinulose, tendon barely developed; subacicular neurochaetae: 4 heterogomph spinigers and  
4 heterogomph falcigers with blades 2–3 × as long as wide, spinulose, tendon barely developed.

Natatory parapodia (Fig. 5F). With large expanded fan lobes on neuracicular ligule and at base of 
ventral cirri; smaller fans along lower surface of median ligules. Dorsal cirrus barely longer and wider 

Fig. 5. Nereis splendida Grube, 1840, non-type, female epitoke (MNHN A83), after Shirlastain-A 
staining. A. Anterior region, dorsal view. B. Anterior end, ventral view. C. Posterior region, dorsal 
view. D. Chaetiger 2, right parapodium, anterior view. E. Chaetiger 15, right parapodium, anterior view. 
F. Chaetiger 30, right parapodium, anterior view. G. Chaetiger 73, right parapodium, anterior view 
(chaetae omitted).
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than ventral cirrus, glandular masses absent. Dorsal ligule subconical, 3 × as long as wide, glandular 
areas barely visible; median ligule arrowhead-shaped, with lamella on ventral side. Neuracicular ligule 
digitiform, 1.2 × as long as postchaetal lobe; postchaetal lobe transformed into flabelliform lamella, 
ventrally bilobated; ventral ligule digitiform, basally swollen, 3–4 × as long as wide. Ventral cirrus 
with upper lamella digitiform, 4 × as long as wide, lower lamella flabelliform, about 2–3 × as long as 
wide. Noto- and neuropodial natatory chaetae sesquigomph, blades fusiform, 7–9 × as long as wide, one 
margin very finely denticulate, tips tapered, usually eroded.

Caudal region (Fig. 5G). With reduced parapodial transformation; with a small fan lobe over superior 
surface of neuracicular ligules and glandular areas better developed in parapodial ligules, tubular glands 
homogeneous, slightly rugose, projected along parapodial ligules and forming a mass basal to dorsal 
cirri. Dorsal cirrus slightly shorter and wider than ventral cirrus, slightly longer than dorsal ligule. Dorsal 
ligule digitiform, 2–3 × as long as wide; median ligule subconical, blunt, slightly longer than dorsal 
ligule, 1.2 × as long as neuracicular ligule. Neuracicular ligule subconical, about 4 × as wide as long; 
postchaetal lobe transformed into rounded lamella, 0.3 × as long as neuracicular ligule; ventral ligule 
digitate, 4 × as long as wide, 1.5 × as long as ventral cirrus. Ventral cirrus with upper and lower lamellae 
digitiform, 2 × as long as wide. Noto- and neuropodial natatory chaetae sesquigomph; blades fusiform, 
7–9 × as long as wide, very finely denticulate along one margin.

Posterior end. Tapered (Fig. 5C). Pygidium conical, blunt, without rosette of papillae, anal cirri 
missing.

Oocytes. Round, granulose, with yolk droplets, each oocyte about 160μm in diameter.

Atokes
Body. Largest specimen (MNHN 423-531), without posterior region, 31 mm long, 3.0 mm wide,  
57 chaetigers. Another long specimen (MNHN 495-1) complete, 30 mm long, 2 mm wide, 82 chaetigers. 
Body subcylindrical; dorsum brownish, with a paler middorsal blood vessel, integument darker along 
anterior chaetigers with some darker oblique lines (Fig. 6A), sometimes blackish (Fig. 6G); other 
specimens paler. Parapodia paler.

Prostomium. 2 × as long as wide, dorsal groove present. Eyes blackish, of similar size, anterior eyes 
oval, directed anterolaterally, about ⅛ of prostomial width, slightly more separated than posterior eyes 
(Fig. 6B). Antennae half as long as prostomium, without gap between them, tips reaching palpostyle 
tips. Palpophores almost 2 × as long as wide; palpostyles slightly longer than wide (Fig. 6B) or rounded 
(Fig. 6G).

Tentacular belt. 1.5 × as long as first chaetiger; anterior margin straight, not covering posterior eyes. 
Tentacular cirri smooth to regularly contracted (Fig. 6B), partially dehydrated, without tips (Fig. 6G), 
longest ones reaching chaetigers 3–4.

Pharynx. Not everted, observed by previous dissections. Jaws with 6 denticles (5 in smallest specimen, 
MNHN 423-531). Paragnath formula: I: 2 in tandem; II: 21–22 (24–26 in smallest specimen) in 2–3 
rows; III: 40 (28 in smallest specimen) in oval group; IV: 35–36 (27–28 in smallest specimen) in oval 
groups; V: 0; VI: 5 (4 in smallest specimen) in diamond; VII–VIII: 2–3 rows of 66 large paragnaths 
(same in smallest specimen).

Pattern of parapodial ligules. Anterior and median chaetigers with ligules blunt, about 2 × as long as 
wide, becoming blunt subconical to digitiform, about 2.5 × as long as wide medially, posterior chaetigers 
with ligules subconical, blunt; ventral ligules progressively longer than neuracicular ligule in posterior 
chaetigers.
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Chaetigers 1–2. With neuraciculae only (Fig. 6C); with both noto- and neuraciculae thereafter. Dorsal 
cirrus slightly longer, as wide as ventral cirrus, 2 × as long as parapodial ligules. Dorsal ligule digitiform, 
2 × as long as neuracicular ligule. Neuracicular ligule subconical, longer than wide; ventral ligule 
digitiform, 1.2 × as long as neuracicular ligule. Supracicular neurochaetae: 7 homogomph spinigers 
and 4 heterogomph falcigers with blades 5–6 × as long as wide, spinulose, tip incurved; subacicular 
neurochaetae: 7 heterogomph spinigers and 10 heterogomph falcigers with blades 6–7 × as long as wide, 
spinulose, tip incurved.

Median parapodia (Fig. 6D). With dorsal cirrus longer than dorsal ligule, slightly longer than ventral 
cirrus. Dorsal and median ligules subequal, as long as wide, as long as neuracicular ligule, subconical 
to rounded, glandular areas unpigmented, extended along ligular bases. Neuracicular ligule subconical, 
as long as wide, subequal to ventral ligule; ventral ligule digitiform, 1.3 × as long as ventral cirrus. 
Notochaetae 12 homogomph spinigers. Supracicular neurochaetae: 6 homogomph spinigers and  
3 heterogomph falcigers with blades 3 × as long as wide, spinulose, tip incurved, tendon barely visible, 
in smaller specimen distinct (Fig. 6I); subacicular neurochaetae: 6 heterogomph spinigers, blades 
decreasing in size ventrally, and 6 heterogomph falcigers with blades 2–3 × as long as wide, spinulose, 
tip incurved, tendon visible.

Posterior chaetigers (Fig. 6E). With dorsal and ventral cirri 6–8 × as long as wide, dorsal cirrus longer 
than dorsal ligule. Dorsal and median ligules subconical, blunt, slightly longer than wide, 1.2 × as long 
as neuracicular ligule; glandular areas unpigmented, extended along ligular bases. Neuracicular ligule 
subconical, blunt, as long as ventral ligule; ventral ligule digitiform, slightly longer than wide, 1.2 × 
as long as ventral cirrus. Notochaetae: 6 homogomph spinigers and 1 homogomph falciger with blade 
4 × as long as wide, spinulose, tip incurved, tendon visible. Supracicular neurochaetae: 7 homogomph 

Fig. 6. Nereis splendida Grube, 1840, non-type, atokous specimens. A–F. MNHN 423-531. A. Anterior 
region, dorsal view. B. Anterior end, dorsal view. C. Chaetiger 2, right parapodium, anterior view.  
D. Chaetiger 15, right parapodium, anterior view. E. Chaetiger 30, right parapodium, anterior view.  
F. Chaetiger 55, right parapodium, anterior view (inset: homogomph falciger tip). G–H. MNHN 495-1.  
G. Anterior region, dorsal view. H. Posterior region, left lateral view. I. Another specimen (MNHN 423-
531), chaetiger 30, right parapodium, homogomph falciger tip.
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spinigers and 3 heterogomph falcigers with blades 2 × as long as wide, spinulose, tip incurved, tendon 
visible; subacicular neurochaetae: 5 homogomph spinigers and 3 heterogomph falcigers with blades 2 × 
as long as wide, spinulose, tip incurved, tendon visible.

Subterminal chaetigers (Fig. 6F, H). With dorsal cirrus 2–4 × as long as dorsal ligule, about 2 × as long 
as ventral cirrus. Dorsal and median ligules digitiform, of similar size, 2 × as long as wide, 2 × as long 
as neuracicular ligule. Neuracicular ligule subconical, slightly longer than wide, almost blunt; ventral 
ligule digitiform, 2 × as long as wide, 2 × as long as neuracicular ligule. Notochaetae 7 homogomph 
spinigers (blades mostly lost), falcigers absent. Supracicular neurochaetae: 4 homogomph spinigers 
and 2 heterogomph falcigers (blades lost); subacicular neurochaetae: 2 heterogomph spinigers and  
7 heterogomph falcigers with blades 2 × as long as wide, spinulose, tip incurved, tendon visible.

Posterior region. Tapered into a blunt cone (Fig. 6H). Pygidium with anus terminal, anal cirri as long 
as last 7–8 chaetigers (MNHN 495-1).

Remarks
Fauvel (1916: 81) used the name N. falsa for some Mediterranean nereidids and he included as junior 
synonyms of N. falsa two species described from Naples by Claparède (1868): N. parallelogramma 
and N perivisceralis; he also included N. lucipeta Ehlers, 1908 from South Africa. In a subsequent 
publication, Fauvel (1916: 81) added N. splendida Grube, 1840 as a synonym, another Mediterranean 
species, as well as a record by Ehlers (1913: 496) for the Cape Peninsula, South Africa. By expanding 
this synonymy, Fauvel’s conclusions generated the “N. falsa species group,” which he would define later 
(Fauvel 1923: 337). The list of synonyms includes, after Fauvel, N. parallelogramma Claparède, 1868, 
N. perivisceralis Claparède, 1868, Lycoris pulsatoria Rathke, 1843 and N. lucipeta Ehlers, 1908. This 
group contains species of Nereis with pharyngeal area V without paragnaths and areas VII–VIII with a 
single row or 2–3 rows of paragnaths, anterior parapodia with two blunt notopodial ligules, notopodial 
homogomph falcigers in posterior chaetigers, with blades sinulose, sometimes with a distal ligament or 
tendon (Fauvel 1923). Two other species, N. callaona and N. victoriana Augener, 1918, were regarded 
as similar to N. falsa by Salazar-Vallejo & Jiménez-Cueto (1997: 374), and Reish (1954: 104) regarded 
N. pseudonereis and N. robusta Kinberg, 1866 as junior synonyms of N. callaona.

This progression of synonymies based on generally similar specimens of different species, without 
paying attention to some features of the pharynx, was incorrect, especially because N. falsa was based 
on L. pulsatoria? from the Black Sea, which does not match these features. Furthermore, some aspects 
of the taxonomic history of Hediste diversicolor deserve mention, as it is also complex and not fully 
resolved. For example, there are no type specimens and there was no indication of the type locality. 
Furthermore, specimens identified as H. diversicolor from the Baltic Sea, which could be the type 
locality, include at least two different species, and this has complicated resolving what we should regard 
as this biological species (Oug et al. 2014). Some names are available for the regional forms, in case 
there is more than one, taking into account that Malmgren (1867: 48–49) proposed Hediste to include 
N. diversicolor, listing N. sarsi Rathke, 1843, described from Molde, Norway, and N. depressa Frey & 
Leuckart, 1847, described from Helgoland, Germany, as junior synonyms. Ehlers (1868: 554) added 
N. brevimanus Johnston, 1840, described from Ireland, to the list of synonyms. Black Sea population 
haplotypes differ from those present in nearby areas (Vasileiadou et al. 2016); if this difference promotes 
regarding Black Sea specimens as belonging to a different species, N. falsa de Quatrefages, 1866 would 
be available for them.

It has been indicated that Nereis splendida cannot be used as a senior synonym for N. falsa (Salazar-
Vallejo et al. 2017), because it was preoccupied by Nereis splendida de Blainville, 1825. Because this is a 
junior homonym, its name should be replaced (ICZN 1999, arts 52.2, 57.2), and the next available name 
should be used instead. However, contrary to previous conclusions, there is an alterative for retaining 
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N. splendida Grube, 1840, and this refers to the fact that the two species involved do not belong in the 
same genus (ICZN 1999, art. 59.2). Nereis splendida de Blainville, 1825 refers to a nephtyid polychaete, 
which would be a junior synonym of Nephtys hombergi Savigny in Lamarck, 1818 according to Audouin 
& Milne-Edwards (1833: 257) and de Quatrefages (1866a: 434). Consequently, “the junior name is not 
to be rejected, even if one species-group name was originally proposed in the current genus of the other” 
(ICZN 1999, art. 59.2). Alós et al. (2004: 513) did not indicate their reasons for retaining N. splendida 
Grube, 1840, but the above article provides the explanation for it.

Some additional details must be understood. First, the composition of the type material. Augener (1918: 
186) noted that what was then regarded as the type material of N. splendida Grube, 1840 actually 
contained three specimens, two of them belonging to Ceratonereis Kinberg, 1865, and the originally 
described specimen of N. falsa.

Second, the type material is lost. Birger Neuhaus (ZMB, 2019 in email) indicated “We had unspecified 
type material of Nereis splendida, catalogue number ZMB ‘Vermes’ 5160; the material was lost at some 
time. I checked our loan records and found that Augener received this lot on loan to Hamburg around 
19.II.1914 from my predecessor Anton Collin, and returned the specimens on 11.VIII.1921. He does not 
seem to have had the specimens on loan a second time.”

The next available name is N. splendida Grube, 1840. This name could be used for Mediterranean 
records of what has been regarded as N. falsa. As indicated above, N. falsa would be available for the 
Black Sea populations currently regarded as Hediste diversicolor, once significant differences are found 
and its independent specific status is confirmed. However, Claparède left no type material because he 
emphasized that (Claparède 1867: 12 [341 in translation]) “the Annelida can only be well studied at the 
seaside and by means of living individuals.” Because there is no type material, and especially because 
the species-group name is in conflict, the designation of a neotype is necessary to define the nominal 
taxon (ICZN 1999, art. 75.1). These are the qualifying conditions:

- a neotype of Nereis splendida Grube, 1840 is proposed to clarify the taxonomic status of the species 
(ICZN 1999, art. 75.3.1)

- the above description, the key below, and the publication by Gravina et al. (2015, as Nereis falsa) 
characterize the species and its differences from similar species in the area or from elsewhere (ICZN 
1999, art. 75.3.2)

- the description above matches the original description and the labeling ensures the recognition of the 
neotype (ICZN 1999, art. 75.3.3)

- as indicated above, the type material was lost (ICZN 1999, art. 75.3.4)
- the neotype is a mature male specimen with some modifications for swimming and swarming. Despite 

the modifications of cephalic appendages and parapodia, the pharynx armature is not modified (Fauvel 
1916; Pamungkas & Glasby 2015), and the neotype matches the original description. Because no 
other topotype specimen was available, this different life stage is code compliant (ICZN 1999, art. 
75.3.5)

- the neotype was collected in Naples harbor, and Grube (1840: 2) indicated that most of his specimens, 
if no locality was given, as is the case for N. splendida, were collected in the Gulf of Naples, and the 
neotype was collected from the same area (ICZN 1999, art. 75.3.6)

- the neotype has been deposited in the Muséum national d’histoire naturelle, Paris, a recognized 
scientific institution (ICZN 1999, art. 75.3.7)

Most specimens that have been preserved for about 100 years risk having the blades of compound 
falcigers detach, and this is why additional specimens must be studied to reveal the specific morphology 
of the homogomph falcigers in median or posterior chaetigers. It seems that the blades in median 
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chaetigers have tips better defined and more acute than those present along more posterior chaetigers. 
Observations of the inner margin denticulation are also difficult because it can be eroded, and we think 
this feature is also better defined along median chaetigers.

“Nereis falsa” resembles N. pelagica Linnaeus, 1758, the type species of the genus (Fauvel 1923: 
335–336), in pharyngeal ornamentation and parapodial development; their main differences are in the 
size and dentition of the homogomph falciger blades. In “N. falsa” the blades of falcigers are longer  
(3 × as long as wide), the distal tooth is incurved and they have denticulate cutting edges, whereas in  
N. pelagica the blades are shorter (2.0–2.5 × as long as wide), without a distal tooth and the cutting edges 
are smooth to barely rugose. On the other hand, Gravina et al. (2015: 162, key) indicated that “N. falsa” 
is more similar to N. rava Ehlers, 1864, because both have similar parapodial development in posterior 
chaetigers, without expanded dorsal ligules, and because the homogomph falciger blades are denticulate. 
These two species differ because of some fine details in the blades of homogomph falcigers. In N. rava, 
these blades are medially expanded, and there is a thicker distal tooth, without a ligament, whereas in 
“N. falsa” the blades are tapered, and the distal tooth is incurved, with a ligament or tendon. Another 
relevant difference is that in N. rava there is a single transverse row of paragnaths in areas VII–VIII, 
whereas there are 2–3 rows in “N. falsa”. In the latter species, most accounts indicate that there can be 
3 or 4–5 paragnaths in area VI in the same population (Fauvel 1923; Gravina et al. 2015), and it would 
be interesting to evaluate whether these differences are linked with some other morphological features.

It must be emphasized that according to Hartman (1959), N. pelagica includes 18 junior synonyms (and 
some subspecies) described from the Atlantic; the Northwestern Pacific records (Imajima 1972) differ 
from the Northeastern Atlantic forms, as illustrated by Chambers & Garwood (1992: 38), in cephalic 
appendages, as well as parapodial and chaetal features, including in epitokes. Some of the junior 
synonyms have also been confused with “N. falsa” due to the pigmented glandular parapodial ligules.

As indicated below, N. splendida resembles “N. falsa” recorded for the Caribbean Sea (Liñero-Arana 
& Reyes-Vásquez 1979) in having anterior chaetigers with digitate notopodial ligules, ventral ligules 
longer than neuracicular ligules in median and posterior chaetigers, and pharyngeal areas VII–VIII 
with 2–3 transverse rows of paragnaths. Their main differences are in prostomial shape and pharyngeal 
paragnath numbers in area II. In N. splendida the anterior prostomial lobe is 2 × as long as wide, and area 
II has about 22 paragnaths, whereas in the Caribbean specimens the anterior prostomial lobe is wider 
than long, and area II has about 30 paragnaths.

Distribution
Mediterranean Sea and adjacent localities in the Northeastern Atlantic, in shallow water. The record by 
Rullier & Amoureux (1969: 120) cannot be confirmed because their specimens could not be located.

Nereis callaona Grube & Kröyer in Grube, 1857
Fig. 7

Nereis (Nereilepas) callaona Grube & Kröyer in Grube, 1857: 165–166.
Nereis robusta Kinberg, 1866: 168–169.
Nereis pseudonereis Hartman, 1940: 223–224, pl. 36 figs 63–64, pl. 37 figs 65–66.

Nereis callaona – Ehlers 1901b: 108–110, pl. 13 figs 13–20. — Hartman 1940: 227. — Fauvel 1943: 
15. — Reish 1954: 104–105, pl. 24 figs 13–14 (synonymy). — Hartmann-Schröder 1960: 19–20, figs 
38–39; 1962a: 399–400; 1962b: 107. — Wesenberg-Lund 1962: 297; 75, fig. 28. — Rozbaczylo &  
Bolados 1980: 209–212, fig. 2 (synonymy). — Salazar-Vallejo & Eibye-Jacobsen 2012: 1396 (gave 
incorrect publication year).
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Nereis robusta – Kinberg 1910: 50, pl. 20 fig. 1. — Hartman 1948: 64–66, pl. 10 figs 10–11.
Nereis falsa – Berkeley & Berkeley 1964: 129 (non de Quatrefages, 1866).

Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 1.5 × as long as first chaetiger; tentacular 
cirri short, reaching chaetigers 4–5; jaws with 4 teeth; pharyngeal area II with 11 paragnaths in 2 rows, 
areas VII–VIII with 2–3 transverse rows of paragnaths; anterior chaetigers with notopodial ligules short, 
globose; ventral ligules in median and posterior chaetigers markedly longer than neuracicular ligules.

Material examined
Holotype

PERU • adult; Callao; 18 Sep. 1848; Kröyer leg. (according to Salazar-Vallejo & Eibye-Jacobsen 2012: 
1396; no specimens in Berlin or Wroclaw (Hartwich 1993; Wiktor 1980)); NHMD 109278 (previously 
ZMUC POL-1495).

Holotype of Nereis pseudonereis
ECUADOR • Galapagos Islands, “Albemarle Island” [now Isabela Island], Tagus Cove; 00°16′26″ S, 
91°22′42″ W; R/V Velero III, stn 326-34; sand, bryozoans; 27 m depth; 10 Dec. 1934; Allan Hancock 
Foundation leg.; LACM 824 (not seen).

Description
Body. Holotype (NHMD 109278) atoke, complete, 43 mm long, 2.5 mm wide including parapodia, with 
75 chaetigers. All parapodia with dark brown glandular masses.

Prostomium. Pyriform, longer than wide; eyes round, of similar size, in trapezoidal arrangement, 
posterior eyes closer to each other (Fig. 7A). Antennae swollen basally, as long as palps, without gap 
between them. Palpophores globose, 1.5 × as long as wide, palpostyles rounded.

Tentacular belt. 1.5 × as long as first chaetiger, anterior margin not covering posterior eyes. Tentacular 
cirri smooth, longest ones reaching chaetiger 4 (Fig. 7A).

Pharynx. Everted. Jaws brown with 4 teeth (Fig. 7A, C). Paragnath formula: I: 2 in tandem; II: 11 in 
two rows; III: 40 in 4 rows, forming almost oval group; IV: 25–30 in crescent-shaped groups; V: 0; VI: 
4 in diamond; VII–VIII: two rows, anterior row with 29 large cones, almost in zig-zag arrangement, 
posterior row with 29 small cones in a row (Fig. 7A–C).

Pattern of parapodial ligules. Anterior chaetigers with ligules blunt, globose, as long as wide, 
becoming digitate, 2–3 × as long as wide in median and posterior chaetigers; ventral ligule slightly 
longer than neuracicular ligules in anterior chaetigers, in median and posterior ones markedly longer 
than them.

Chaetigers 1–2. With neuraciculae only; with both noto- and neuraciculae thereafter.

Anterior parapodia (Fig. 7D). With dorsal cirrus inserted medially, longer than ventral ones; dorsal 
and median ligules rounded, subequal; dorsal ligule 1.7 × as long as wide; median ligule as long as wide, 
2 × as long as neuracicular ligule; prechaetal lobe rounded, small. Neuracicular ligule rounded, as long 
as wide; ventral ligule digitiform, 1.6 × as long as wide, 2 × as long as neuracicular ligule, longer than 
ventral cirrus. Notochaetae 10–11 homogomph spinigers. Supracicular neurochaetae: 7 homogomph 
spinigers and 4 thick heterogomph falcigers with blades 4 × as long as wide, denticulate along cutting 
edge, distal tooth incurved, fused to blade (Fig. 7G); subacicular neurochaetae: 3 heterogomph spinigers 
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and 10 heterogomph falcigers with blades 6 × as long as wide, distal tooth incurved, fused to blade  
(Fig. 7H).

Median parapodia (Fig. 7E). With dorsal cirrus longer than ventral one, both slightly thin, dorsal cirrus 
2 × as long as dorsal ligule; dorsal and median ligules subequal, digitiform, 1.3 × as long as wide, 3 × as  
long as neuracicular ligule. Neuracicular ligule subconical, 2 × as wide as long; ventral ligule 2.5 × as 
long as wide, 3 × as long as neuracicular ligule, subulate. Notochaetae: 3 homogomph spinigers and  
1 homogomph falciger, slightly denticulate along cutting edge, distal tooth incurved and fused to blade. 
Supracicular neurochaetae: 4 homogomph spinigers and 3 heterogomph falcigers with blades 4 × as long 
as wide, distal tooth incurved, fused to blade; subacicular neurochaetae: 1 heterogomph spiniger and 5 
heterogomph falcigers with blades 4 × as long as wide, distal tooth incurved, fused to blade (Fig. 7I).

Posterior parapodia (Fig. 7F). With dorsal cirrus inserted medially, longer than ventral one; dorsal 
ligule basally swollen, distally digitiform, 4 × as long as wide, 1.5 × as long as median one; median ligule 
digitiform, 3 × as long as wide, 3.2 × as long as neuracicular ligule. Neuracicular ligule subconical; 
ventral ligule digitiform, 3 × as long as neuracicular ligule. Notochaetae: 1 homogomph spiniger and  
2 homogomph falcigers, 6.5 × as long as wide (Fig. 7K), similar to those of median parapodia. 
Supracicular neurochaetae: 5 homogomph spinigers and 1 heterogomph falciger with blade 3.4 × as long 
as wide, distal tooth incurved, fused to blade, cutting edge with a few denticles (Fig. 7J); subacicular 
neurochaetae: 4 heterogomph falcigers with blades 4 × as long as wide, distal tooth incurved and fused 
to blade.

Posterior region. Tapered. Pygidium with terminal anus and two anal cirri.

Fig. 7. Nereis callaona Grube & Kröyer in Grube, 1857, holotype (NHMD 109278). A. Anterior end, 
oblique dorsal view. B. Same, close-up of pharynx. C. Pharynx, oblique ventral view. D. Chaetiger 
10, right parapodium, anterior view. E. Chaetiger 31, right parapodium, anterior view. F. Chaetiger 
61, right parapodium, anterior view. G. Chaetiger 10, neuropodial supracicular heterogomph falciger.  
H. Chaetiger 10, neuropodial infracicular heterogomph falciger. I. Chaetiger 31, neuropodial subacicular 
heterogomph falciger. J. Chaetiger 61, neuropodial supracicular heterogomph falciger. K. Same, 
notopodial homogomph falciger.
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Remarks
Nereis callaona was described based on specimens from El Callao port, Peru. It differs from other 
species in the group by the presence of massive, dark glands in parapodial ligules throughout the body. 
The record by Augener (1918) for West Africa resembles typical specimens because it has the posterior 
eyes exposed, pharyngeal areas VII–VIII with 2–3 rows of denticles and pigmented glandular areas in 
posterior parapodia. They differ, however, because the Eastern Pacific species has 11 paragnaths in two 
rows in pharyngeal area II, whereas the West African form has 28 paragnaths in three rows in the same 
area. Reish (1954) regarded N. pseudonereis Hartman, 1940, described from the Galapagos and Peru, 
as a junior synonym of N. callaona after a comparison of the type specimens (see above). We follow 
Reish’s conclusion.

Nereis callaona was regarded as identical to N. falsa by Berkeley & Berkeley (1964), probably following 
Hartman (1940: 224), who indicated some affinities of her N. pseudonereis, a junior synonym of  
N. callaona (as indicated above), with N. falsa. However, the status of this latter species has been 
confused, because it belongs in Hediste Malmgren, 1867 (see above).

Further confusion was introduced by Ehlers (1913) by recording N. splendida Grube, 1840 from 
Southern Africa. However, N. callaona differs from N. splendida by having dark glandular masses in the 
parapodial ligules. Augener (1918) recorded N. callaona, from Western Africa, and although specimens 
of this latter region were not seen, they differ in the number of paragnaths in area II. There are 11 cones 
in the American specimens and 28 in the African ones. On the other hand, the male epitoke reported 
as N. falsa by Berkeley & Berkeley (1964) has 26 chaetigers in the pre-natatory region instead of 27, 
as indicated for “N. falsa” by Fauvel (1923: 338). Their account should be referred to N. callaona, as 
indicated above, and not to any other species.

Distribution
Galapagos Islands, Ecuador, to northern Chile, in shallow water (0–30 m depth).

Nereis marginata Grube & Örsted in Grube, 1857
Figs 8–9

Nereis (Nereis) marginata Grube & Örsted in Grube, 1857: 160–161.

Nereis (Nereis) marginata – Salazar-Vallejo & Eibye-Jacobsen 2012: 1396.

Diagnosis
Nereis with posterior eyes partially covered by anterior margin of tentacular belt; tentacular belt 2 × as 
long as first chaetiger; tentacular cirri short, reaching chaetiger 4; pharyngeal areas VII–VIII with 5 large 
paragnaths in a single row; posterior chatigers with dorsal ligules 2–3 × as wide as median ones.

Material examined
Holotype

UNITED STATES VIRGIN ISLANDS • Saint John (the vial has a label signed by Kröyer inside that 
says it is Nereis riisei, i.e., a very incorrect label); Kröyer leg.; NHMD 109266 (previously ZMUC POL-
1483).

Other material
ANTIGUA AND BARBUDA • 1 spec.; NW Antigua; 17°16′ N, 62°02′ W; R/V Pillsbury, Cruise 6907, 
stn 967; 22 m depth; 20 Jul. 1969; ECOSUR P3119 • 1 spec.; NW Redonda Island; 17°00′ N, 62°30′ W; 
R/V Pillsbury, Cruise 6907, stn 956; 37 m depth; 19 Jul. 1969; ECOSUR P3119.
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COLOMBIA • 1 spec.; N Gulf of Urabá; 8°32′ N, 77°02′ W; R/V Pillsbury, Cruise 6607, stn 349; 54 m 
depth; 11 Jul. 1966; ECOSUR P3120.

DOMINICAN REPUBLIC • 2 specs; R/V Pillsbury, Cruise 7006, stn 1254; 20 m depth; 14 Jul. 1970; 
ECOSUR P3104 • 1 spec.; Cape Beata; 17°35′ N, 71°25′ W; R/V Pillsbury, Cruise 7006, stn 1284; 20 m 
depth; 19 Jul. 1970; UMML 22.1176 • 1 spec.; Bahia de las Aguilas; R/V Pillsbury, 17°52′N, 71°41′W; 
Cruise 7006, stn 1272; 24 m depth; 18 Jul. 1970; ECOSUR P3121 • 1 spec.; S of Cabo Falso; 17°41′ N, 
71°41′ W; R/V Pillsbury, Cruise 7006, stn 1271; 18 m depth; 18 Jul. 1970; ECOSUR P3122.

GRENADA • 2 specs; S Grenada; 11°55′ N, 61°43′ W; R/V Pillsbury, Cruise 6907, stn 853; 17 m depth; 
3 Jul. 1969; UMML 22.1177.

JAMAICA • 3 specs; NE Morant Cays; 17°28′ N, 75°57′ W; R/V Pillsbury, Cruise 7006, stn 1196; 26 m 
depth; 3 Jul. 1970; UMML 22.1174 • 2 specs; W Pedro Bank; 17°09′ N, 78°57′ W; R/V Pillsbury, Cruise 
7006, stn 1252; 26 m depth; 14 Jul. 1970; UMML 22.1175.

NICARAGUA • 1 spec.; E Nicaragua; 13°58′ N, 82°04′ W; R/V Pillsbury, Cruise 7101, stn 1343; 25 m 
depth; 30 Jan. 1971; ECOSUR P3117.

TURKS AND CAICOS • 1 spec.; NE Grand Turk; 21°36′ N, 71°01′ W; R/V Pillsbury, Cruise 7106, stn 
1421; 83 m depth; 19 Jul. 1971; ECOSUR P3124.

Description
Holotype (NHMD 109266)

Body. Atoke specimen, without posterior region, 50 mm long, 3 mm wide, 96 chaetigers.

Prostomium. Pyriform, longer than wide, dorsal groove present. Eyes in trapezoidal arrangement, with 
lenses, anterior eyes rounded, smaller than oval posterior ones. Antennae thin, terminal, with a small gap 
between them (Fig. 8A–B). Palpophores globose, directed downward, 1.5 × as long as wide, palpostyles 
rounded.

Tentacular belt. 2 × as long as first chaetiger, anterior margin slightly covering posterior eyes. 
Tentacular cirri smooth, longest ones reaching anterior margin of chaetiger 4 (Fig. 8A–B).

Pharynx. Not observed, withdrawn.

Pattern of parapodial ligules. Anterior chaetigers with dorsal ligules tapered, blunt, median ligules 
rounded; median and posterior chaetigers with ligules subconical, becoming wider towards posterior 
chaetigers. Ligules with contorted glandular tubules.

Chaetigers 1–2. With neuraciculae only, with both noto- and neuraciculae thereafter.

Anterior parapodia (Fig. 8C). With dorsal cirrus basally inserted, incomplete; dorsal ligule subconical, 
blunt, 1.4 × as wide as long, 1.5 × as long as median ligule; prechaetal lobe absent; median ligule 
rounded, 1.1 × as long as wide, slightly longer than neuracicular ligule. Neuracicular ligule digitiform, 
2 × as long as wide, slightly longer than ventral ligule; ventral ligule digitiform, slightly longer than 
wide. Notochaetae 9 homogomph spinigers. Supracicular neurochaetae: 6 homogomph spinigers and  
2 heterogomph falcigers with blades 6.8 × as long as wide, distal tooth incurved, fused to blade (Fig. 8G); 
subacicular neurochaetae: 6 heterogomph spinigers, 10 heterogomph falcigers with blades 8 × as long 
as wide, similar in size and shape as supracicular ones and 1 heterogomph falciger with blade 4.2 × as  
long as wide, distal tooth incurved, fused to blade (Fig. 8H).
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Median parapodia (Fig. 8D). With dorsal cirri thin, as long as dorsal ligule; dorsal ligule subconical, 
tapering, 1.3 × as wide as long, with massive dark glands. Median ligule subconical, blunt, as long as 
wide, 4 × as long as neuracicular ligule. Neuracicular ligule subconical, 1.5 × as long as wide; ventral 
ligule subconical or digitiform, 2 × as wide as long, 2 × as long as neuracicular ligule. Notochaetae:  
6 homogomph spinigers and 1 homogomph falciger with blade 7 × as long as wide, distal tooth incurved, 
fused to blade. Supracicular neurochaetae: 5 homogomph spinigers, 2 heterogomph falcigers with blades 
8 × as long as wide, distal tooth incurved, fused to blade (Fig. 8I) and 1 thick heterogomph falciger with 
blade 2.7 × as long as wide; subacicular neurochaetae: 1 heterogomph spiniger and 6 heterogomph 
falcigers with blades 4.2 × as long as wide, distal tooth incurved, fused to blade (Fig. 8J).

Fig. 8. Nereis marginata Grube & Örsted in Grube, 1857, reinstated, holotype (NHMD 109266).  
A. Anterior region, dorsal view. B. Prostomium, dorsal view. C. Chaetiger from anterior region, 
right parapodium, anterior view. D. Chaetiger from middle region, right parapodium, anterior view.  
E. Chaetiger from posterior region, right parapodium, anterior view. F. Posterior chaetiger, notopodial 
homogomph falciger. G. Anterior chaetiger, supracicular heterogomph falciger. H. Same, subacicular 
heterogomph falciger. I. Middle chaetiger, supracicular heterogomph falciger. J. Same, subacicular 
heterogomph falciger. K. Posterior chaetiger, supracicular heterogomph falciger. C–E, ventral cirrus 
missing.
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Posterior parapodia (Fig. 8E). In fair condition, dorsal and ventral cirri missing. Dorsal ligule 
subconical, tapering, widened, 1.7 × as wide as long, with massive dark glands, as long as median ligule; 
median ligule subconical to digitiform, 4 × as long as neuracicular ligule, with massive dark glands. 
Neuracicular ligule subconical, as long as wide; ventral ligule digitiform, 3 × as long as neuracicular 
ligule, with massive dark glands. Notochaetae: 2 homogomph spinigers and 1 homogomph falciger with 
blade 7.1 × as long as wide, similar to those of median parapodia (Fig. 8F). Supracicular neurochaetae:  
1 homogomph spiniger, 2 heterogomph falcigers with blades 5 × as long as wide and 1 thick heterogomph 
falciger with blade 2.9 × as long as wide, distal tooth incurved, fused to blade (Fig. 8K); subacicular 
neurochaetae: 2 heterogomph falcigers with blades 5.8 × as long as wide, distal tooth incurved, fused to 
blade, similar to those of median parapodia.

Posterior region. Missing.

Atokes
Body. Atoke specimen (UMML 22.1174) complete, in good condition, 30 mm long, 2 mm wide,  
62 chaetigers. Another specimen (ECOSUR P3104) with dark brown pigmentation throughout body; 
pigmentation present on prostomium and palpophores, tentacular belt fully pigmented (Fig. 8A–B). 
Dorsal pigmentation pattern as one anterior, transverse band on each segment along anterior body, 
breaking into several rectangular patches towards posterior chaetigers. Glands present in notopodial and 
ventral ligules throughout body (Fig. 9A–B, H–K).

Prostomium. Pyriform, longer than wide, dorsal groove present. Eyes rounded, subequal, in trapezoidal 
arrangement (Fig. 9A, C). Antennae cirriform, as long as prostomium, with a small gap between them 
(Fig. 9C). Palpophores globose, 1.5 × as long as wide, palpostyles rounded.

Tentacular belt. 1.5 × as long as first chaetiger, anterior margin slightly covering posterior eyes. 
Tentacular cirri smooth, longest ones reach chaetiger 4 (Fig. 9A, C).

Pharynx. Dissected; jaws brown, with 10 teeth. Paragnath formula: I: 1; II:18–20 in arc; III: 15 in 
rectangle; IV: 14–16 in arc; V: 0; VI: 8–10 in oval; VII–VIII: 5 in a single band.

Pattern of parapodial ligules. Anterior chaetigers with dorsal ligules subconical, blunt, median 
ligules rounded; median and posterior chaetigers with ligules subconical, becoming wider toward 
posterior chaetigers; ligules with contorted glandular tubules.

Chaetigers 1–2 (Fig. 9H). With neuraciculae only, with both noto- and neuraciculae thereafter. Dorsal 
cirrus basally inserted, 1.2 × as long as dorsal ligules; dorsal and ventral ligules subconical, blunt, 
subequal, 1.5 × as wide as long, several times longer and wider than neuracicular ligule. Neuracicular 
ligule subconical. Ventral cirrus as long as ventral ligule.

Anterior parapodia (Fig. 9I). With dorsal cirrus 2 × as long as dorsal ligule; dorsal ligule subconical, 
blunt, 2 × as wide as long, as long as median one; median ligule rounded, as long as wide, 1.2 × as long as 
neuracicular one. Neuracicular ligule rounded, as long as wide, as long a ventral ligule; postchaetal lobe 
subconical, as long as neuracicular one; ventral ligule digitiform to rounded, 2 × as wide as long. Ventral 
cirrus as long as ventral ligule. Notochaetae 6–7 homogomph spinigers. Supracicular neurochaetae: 
7–9 homogomph spinigers and 2–3 heterogomph falcigers with blades 7 × as long as wide, distal tooth 
incurved, fused to blade; subacicular neurochaetae 3–4 heterogomph spinigers, 3–4 heterogomph 
falcigers with blades 8 × as long as wide and 1–2 heterogomph falcigers with blades 4 × as long as wide, 
distal tooth incurved, fused to blade.

Median (Fig. 9J) and posterior (Fig. 9K) parapodia. With dorsal cirri 1.2–1.5 × as long as dorsal 
ligule. Dorsal ligule subconical, tapering, widened, 1.2–1.5 × as wide as long, with massive dark glands, 
slightly longer than median ligule; median ligule subconical, tapering, 3–4 × as long as neuracicular 
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ligule. Neuracicular ligule subconical, blunt; ventral ligule digitiform, 2 × as long as neuracicular ligule. 
Ventral cirrus slightly shorter than ventral ligule in median parapodia, becoming slightly longer than 
ventral ligule toward posterior parapodia. Notochaetae: 2–4 homogomph spinigers and 1 homogomph 

Fig. 9. Nereis marginata Grube & Örsted in Grube, 1857 reinstated, non-type, atoke specimens. A–B, 
E–K: ECOSUR P3104; C–D: UMML 22.1174. A. Anterior region, dorsal view. B. Posterior end, 
dorsal view. C. Anterior region, dorsal view. D. Posterior end, dorsal view. E. Chaetiger 52, notopodial 
homogomph falciger. F. Same, supracicular heterogomph falciger. G. Same, subacicular heterogomph 
falciger. H. Chaetiger 1, right parapodium, anterior view. I. Chaetiger 12, right parapodium, anterior 
view. J. Chaetiger 28, right parapodium, anterior view. K. Chaetiger 52, right parapodium, anterior view.
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falciger with blade 7 × as long as wide (Fig. 9E). Supracicular neurochaetae: 2–6 homogomph spinigers, 
1–2 heterogomph falcigers with blades 5 × as long as wide and 1 thick heterogomph falciger (Fig. 9F)  
with blade 3 × as long as wide, distal tooth incurved, fused to blade; subacicular neurochaetae:  
2–3 heterogomph falcigers with blades 5 × as long as wide, distal tooth incurved, fused to blade  
(Fig. 9G).

Posterior region. With pygidium tripartite; anal cirri subulate, as long as last 7 chaetigers (Fig. 9D).

Remarks
Nereis (Nereis) marginata is a neglected Caribbean species; it was originally described based on a single 
specimen with about 90 chaetigers from St John, U.S. Virgin Islands (formerly St Jean).

The original description is succinct and has no illustrations; perhaps because of this, Hartman (1959) 
regarded N. marginata as indeterminable. The type material of N. (Nereis) marginata (NHMD 109266) 
was examined. The holotype consists in a single specimen with the pharynx previously removed. The 
parapodia have black spots on the distal part of the ligules throughout body. Additional specimens from 
the Caribbean Sea were examined and match the type material.

Nereis marginata resembles N. rava, from the Mediterranean Sea (following Gravina et al. 2015). These 
two species have posterior eyes partially covered by the tentacular belt’s anterior margin and short 
tentacular cirri reaching chaetigers 2–4. Their main differences are in pigmentation pattern and in the 
relative size of the notopodial ligules on posterior chaetigers. In N. marginata the dorsum has transverse 
irregular bands, its dorsal ligules are 2–3 × as wide as median ones and the ventral ligules surpass 
neuracicular ligules, whereas in N. rava the dorsum has two transverse bands, its dorsal and median 
ligules are of similar width and ventral ligules reach neuracicular ligules in length.

On the other hand, N. marginata also resembles N. riisei in pharyngeal formula and both parapodial and 
chaetal morphology, but they can be separated by using several features of the anterior end, parapodia 
and chaetae. In N. marginata, the posterior eyes are partially covered by the tentacular belt, whereas in 
N. riisei they are completely exposed; in N. marginata, the dorsal ligules are wider than long throughout 
body and become markedly wider toward posterior chaetigers, whereas in N. riisei they are of subequal 
length and width, becoming slightly wider toward posterior chaetigers; in N. marginata, median ligules 
in anterior chaetigers are much wider than neuroacicular ligules, whereas in N. riisei they are of similar 
width; in N. marginata, the ventral cirri become longer than ventral ligules toward posterior chaetigers, 
whereas in N. riisei they are shorter than the ventral ligules throughout the body; N marginata has 
neuropodial heterogomph falcigers with blades of different sizes in supra- and infracicular neuropodial 
fascicles, whereas in N. riisei they are of similar size. These differences are consistent within the material 
examined, so Nereis marginata is here regarded as a valid species.

Distribution
Caribbean Sea, in mixed bottoms up to 80 m depth.

Nereis riisei Grube & Örsted in Grube, 1857
Figs 10–13

Nereis (Nereis) riisei Grube & Örsted in Grube, 1857: 162–163.
Nereis albipes Grube & Müller in Grube, 1874: 60 (groups), 73 (description) syn. nov.
Nereis glandulata Hoagland, 1919: 575, pl. 30 figs 1–6.

Nereis (Nereis) riisei – Augener 1922: 42; 1925: 6 (redescription). — Monro 1933: 43–44 (synonymy). 
— Allen 1957: 51–52 (reproduction). — Rullier 1974: 38. – Fauchald 1977b: 31, fig. 8c–e (partim, 
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only Caribbean specimens). — Liñero-Arana & Reyes-Vázquez 1979: 6, pl. 4 figs 1–11. — Taylor 
1984: 31.38–31.40, figs 31.35, 31.36a–g. — de León-González et al. 1999: 676. — Salazar-Vallejo &  
Eibye-Jacobsen 2012: 1396.

Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 2 × as long as first chaetiger; pharyngeal 
areas VII–VIII with a single row of large denticles; median and posterior parapodia with ventral ligules 
surpassing neuracicular ligule tips.

Material examined
Holotype

UNITED STATES VIRGIN ISLANDS • atoke; Saint Croix; Kröyer leg.; NHMD 109270 (previously 
ZMUC POL-1487).

Syntypes of Nereis albipes Grube & Müller in Grube, 1874
BRAZIL • 5 syntypes; “Desterro” [now Santa Catarina Island]; Fr. Müller leg.; ZMB Q3441.

Holotype of Nereis glandulata Hoagland, 1919
PUERTO RICO • holotype (posteriorly incomplete, 8.5 mm long, 1.2 mm wide at chaetiger 10,  
26 chaetigers; pharyngeal formula: I: 1; II:12–14 cones; III: 9 cones; IV: 17–? cones; V: 0; VI: 5–5 
cones; VII–VIII: 7); rocks off Guanica Harbor; 1915; AMNH 1211.

Other material
ANTIGUA AND BARBUDA • 1 spec.; N Antigua; R/V Pillsbury, Cruise 6806, stn 968; 17°18′ N, 
61°52′ W; 18 m depth; 20 Jul. 1969; UMML 0000 • 1 spec.; SW Barbuda; R/V Pillsbury, Cruise 6802, 
stn 975; 17°29′ N, 61°55′ W; 29 m depth; 21 Jul. 1969; UMML 22.1169.

COLOMBIA • 1 spec.; W San Bernardo Archipelago; 9°46′ N, 76°10′ W; R/V Pillsbury, Cruise 6607, 
stn 372; 91 m depth; 13 Jul. 1966; UMML 22.1170.

FRENCH GUIANA • 1 spec.; NE French Guiana; 6°07′ N, 52°19′ W; R/V Pillsbury, Cruise 6806, stn 
650; 87 m depth; 8 Jul. 1968; UMML 22.1172.

HONDURAS • 1 spec.; Omoa Bay; 15°36′ N, 88°04′ W; R/V Pillsbury, Cruise 7101, stn 1362; 24 m 
depth; 1 Feb. 1971; UMML 22.1167.

JAMAICA • 2 specs; S Jamaica; 17°47′ N, 77°41′ W; 28 m depth; R/V Pillsbury, Cruise 7006, stn 1223; 
6 Jul. 1970; ECOSUR P3115.

MEXICAN CARIBBEAN (Smithsonian Breeding Expedition) • 23 specs; Ascension Bay, Nicchehabin 
Reef, behind center of reef, E of Allen Point; stn 52-60; 10 Apr. 1960; E.L. Bousfield and H.A. Rehder 
leg.; USNM 174874 • 19 specs; Ascension Bay, Central Nicchehabin Reef; stn 67-60; 13 Apr. 1960; E.L. 
Bousfield and H.A. Rehder leg.; USNM 174835 • 46 specs; behind central part of Nicchehabin Reef; stn 
72-60; 14 Apr. 1960; E.L. Bousfield and H.A. Rehder leg.; USNM 174836 • 5 specs; N end of Ascension 
Bay, shore just E of Halfway Point, turtle grass flats off point to sandy beach and mangrove roots; stn 
77-60; 15 Apr. 1960; E.L. Bousfield and H.A. Rehder leg.; USNM 174837 • 9 specs; behind central 
part of Nicchehabin Reef; stn 82-60; 16 Apr. 1960; W.L. Schmitt, E.L. Bousfield and H.A. Rehder leg.; 
USNM 174838 • 1 spec.; Ascension Bay, mangrove inlet behind Allen Point Light; stn 83-60; 16 April 
1960; USNM 174839 • 1 spec.; Ascencion Bay, 180–270 m off SW of Suliman Point; stn 87-60; 17 
Apr. 1960; E.L. Bousfield, F.C. Daiber and H.A. Rehder leg.; USNM 174840 • 1 spec.; Nicchehabin 
Reef; stn 91-60; 18 Apr. 1960; USNM 174841 • 10 specs; Ascension Bay, Suliman Point to 270 m to 
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SW shore, reef flats and sand flats; stn 95-60; 19 Apr. 1960; W.L. Schmitt, F.C. Daiber, E.L. Bousfield, 
J.F. Clarke, H.A. Rehder, Haynes and Harvey leg.; USNM 174842 • 3 specs; S end of Cozumel Island, 
N of Santa Maria Point, shore and sand; stn 100-60; 21 Apr. 1960; H.A Rehder, E.L. Bousfield and F.C. 
Daiber leg.; USNM 174843 • 1 spec.; Cozumel Island, San Miguel, along shore 400 m NE of pier, in 
front of barracks (military reservation); stn 118-60; 30 Apr. 1960; W.L. Schmitt and H.A. Rehder leg.; 
USNM 174844.

MEXICO – Veracruz • 3 specs; La Gallega Reef; M.L. Chavez leg.; ICMyL • 1 spec.; La Gallega Reef; 
May 1957; 3 Jun. 1979; B. Galván leg.; ICMyL • 3 specs; La Gallega Reef; 14 Nov. 1992; J.A. de León-
González leg; UANL 8145. – Campeche • 1 spec.; Perez Island; 18 Apr. 1955; F. Bonet leg.; ICMyL •  
1 spec.; Bonita Beach, Playa del Carmen; 28 May 1957; M.E. Caso leg.; ICMyL • 1 spec.; Bahamita 
Beach; 1 Aug. 1972; M.E. Caso leg.; ICMyL. – Quintana Roo • 1 atoke; Punta Allen, Bahía Ascensión; 
sponge on wood pole, intertidal; 11 Jun. 1986; E. Donath leg.; ECOSUR P1114 • 2 specs; Punta Allen, 
Bahía Ascensión; 11 Jun. 1986; E. Donath leg.; ECOSUR P1126 • 1 atoke; Xcacel; coral stone; 1 m 
depth; 3 Apr. 1992; SI Salazar-Vallejo leg.; ECOSUR P1130 • 3 specs; Playa Aventuras; coral rock; 1 m 
depth; 22 Mar. 1992; SISV leg.; ECOSUR P1131 • 2 specs; Banco Chinchorro; 3 Oct. 1983; ECOSUR 
P1134 • 2 spec.; Xahyayxol; coral rock; 2 m depth; 26 Sep. 1996; L.F. Carrera-Parra and SISV leg.; 
ECOSUR P1138 • 5 specs; Buenavista, Xahuayxol; coral rock; 2 m depth; 27 Sep. 1996; L.F. Carrera-
Parra and SISV leg.; ECOSUR P1139 • 1 spec.; E Arrowsmith Bank; 21°04′ N, 86°19′ W; R/V Gerda, 
Cruise 6717, stn 898; 352 m depth; 10 Sep. 1967; ECOSUR P3123 • 1 spec.; Arrowsmith Bank; 21°06′ N,  
86°28′ W; R/V Pillsbury, Cruise 7028, stn 1286; 280 m depth; 23 Aug. 1970; UMML 22.1166.

PANAMA • 2 specs; Manzanillo Bay; 9°21′ N, 79°57′ W; 0 m depth; R/V Pillsbury, Cruise 6607, stn 
321; 5 Jul. 1966; UMML 22.1171.

SAINT KITTS AND NEVIS • 2 specs; NW of Saint Christopher; 17°27′ N, 62°54′ W; R/V Pillsbury, 
Cruise 6907, stn 960; 32 m depth; 19 Jul. 1969; ECOSUR P3116.

UNITED STATES • 1 spec.; E Gulf of Mexico; 25°05′ N, 86°28′ W; R/V Gerda, Cruise 6717, stn 887; 
97 m depth; 9 Sep. 1967; ECOSUR P3114.

VENEZUELA • 1 atoke (broken in two fragments, used for variation); Isla Margarita, Islote Los Frailes; 
in seagrasses; 7 Jun. 1961; ECOSUR P2256.

Description
Holotype of Nereis riisei (NHMD 109270)

Body. Atoke, incomplete posteriorly, 70 mm long, 3.5 mm wide including parapodia, 88 chaetigers. 
Body pale, median parapodia with dark red glands in dorsal, median and ventral ligules, posterior 
parapodia with glandular areas only in dorsal and median ligules.

Prostomium. Pyriform, longer than wide, dorsal groove present. Eyes in trapezoidal arrangement, 
anterior ones small, rounded, with lens, posterior ones oval, with lens. Antennae thin, terminal, with 
a small gap between them (Fig. 10A). Palpophores globose, directed downward, 3 × as long as wide, 
palpostyles rounded.

Tentacular belt. 2 × as long as first chaetiger, anterior margin not covering posterior eyes. Tentacular 
cirri smooth, longest pair reaching anterior margin of chaetiger 2 (Fig. 10A).

Pharynx. Previously removed, now lost.

Pattern of parapodial ligules. Anterior chaetigers with dorsal ligules tapered, blunt, median ligules 
rounded; median and posterior chaetigers with ligules subconical. Ligules with contorted glandular 
tubules.
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Chaetigers 1–2. With neuraciculae only, with both noto- and neuraciculae thereafter.

Anterior parapodia (Fig. 10B). With dorsal cirrus 1.5 × as long as ventral one, basally inserted  
(Fig. 10B); dorsal ligule subconical, blunt, as long as median ligule; median ligule triangular, blunt,  
2 × as long as neuracicular ligule; prechaetal lobe absent. Neuracicular ligule subconical, 1.5 × as long 
as ventral ligule; postchaetal lobe subconical, shorter than neuracicular ligule; ventral ligule subconical, 
1.5 × as long as ventral cirrus. Notochaetae 15 homogomph spinigers. Supracicular neurochaetae:  
14 homogomph spinigers and 5 heterogomph falcigers with blades 5.6 × as long as wide, slightly 
denticulate, with apical tooth incurved, fused to blade; subacicular neurochaetae: 26 heterogomph 
spinigers, blades 35 × as long as wide and 8 other heterogomph spinigers with blades 9 × as long as 
wide, heterogomph falcigers absent.

Median parapodia (Fig. 10C). With dorsal cirrus thin, 3 × as long as ventral ones; dorsal and median 
ligules subequal, subconical, 1.5 × as long as neuracicular ligule, dorsal one 2 × as wide as medial 

Fig. 10. Nereis riisei Grube & Örsted in Grube, 1857, holotype (NHMD 109270). A. Anterior end, 
dorsal view. B. Chaetiger 10, right parapodium, anterior view. C. Chaetiger 40, right parapodium, 
anterior view. D. Chaetiger 60, right parapodium, anterior view. E. Chaetiger 10, heterogomph falcigers. 
F. Chaetiger 40, heterogomph spiniger. G. Chaetiger 60, homogomph falciger, tip slightly eroded.  
H. Chaetiger 60, heterogomph falciger.
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one; prechaetal lobe absent. Neuracicular ligule subconical, as long as ventral ligule; postchaetal lobe 
subconical, shorter than neuracicular ligule; ventral ligule subconical, 4 × as long as ventral cirrus. 
Notochaetae: 6 homogomph spinigers and 2 homogomph falcigers with blades 6.5 × as long as wide, 
teeth minute, distal thin tooth incurved. Supracicular neurochaetae: 14 homogomph spinigers and  
2 heterogomph falcigers with blades 6.2 × as long as wide, several long teeth, distal thin tooth incurved; 
subacicular neurochaetae: 4 heterogomph spinigers and 4 heterogomph falcigers with blades 4 × as long 
as wide, several long teeth, distal thin tooth incurved.

Posterior parapodia (Fig. 10D). With dorsal cirrus about 2 × as long as ventral one; dorsal and median 
ligules subconical, subequal, 2 × as long as neuracicular ligule, dorsal one 1.5 × as wide as medial 
one. Neuracicular ligule subconical; ventral ligule digitiform, 2 × as long as neuracicular ligule, 4 × as 
long as ventral cirrus. Notochaetae: homogomph spinigers and 2 homogomph falcigers, blades 5.8 × 
as long as wide, similar in shape to those of median parapodia (Fig. 10G). Supracicular neurochaetae:  
5 homogomph spinigers and 2 heterogomph falcigers, blades 5 × as long as wide, both chaetae similar 
in shape to those of median parapodia (Fig. 10F); subacicular neurochaetae: 3 heterogomph spinigers 
and 5 heterogomph falcigers, 5.8 × as long as wide, both chaetae resembling those of median parapodia 
(Fig. 10H).

Posterior region. Unknown. Pygidium unknown.

Holotype of Nereis glandulata (AMNH 1211)
The holotype of Nereis glandulata Hoagland, 1919 (Fig. 11A) consists of an anterior fragment 8.5 mm 
long, 1.2 mm wide at chaetiger 10, with 26 chaetigers; a posterior end of a non-nereidid polychaete was 
found in the same vial. The tentacular belt is projected anteriorly middorsally (Fig. 11B). The pharynx 
was previously dissected, and is damaged, with the following paragnath formula: I: 1; II:12–14; III: 9; 
IV: 17; V: 0; VI: 5–5; VII–VIII: ? (5–7 fide Hoagland 1919). Hoagland (1919) described notopodial 
and supracicular neuropodial heterogomph spinigers, but they were not found in the holotype. First 
two chaetigers with parapodia only with neuraciculae (Fig. 11C), dorsal and ventral cirri conical, of 
similar length; ventral ligules blunt conical, with large brownish glands, dorsal ligule more pigmented 
than ventral one. Anterior chaetigers with noto- and neuraciculae (Fig. 11D); notopodial fascicle with 
spinigers with blades of varying length; neurochaetae with supracicular and subacicular fascicles with 
spinigers and heterogomph falcigers (Fig. 11E–F). The size of the eyes and antennae, the length of the 
tentacular cirri, the paragnath formula, and the shape of both parapodia and chaetae, agree with those of 
N. riisei, so the synonymy proposed by Monro (1933) is maintained.

Atokes
Body. Atoke specimen (ECOSUR P2256) from Venezuela: with body soft, pale (Fig. 12A), subcylindrical, 
depressed in posterior region; complete, 101 mm long (43 + 58 mm), 6 mm wide, with 187 chaetigers 
(66 + 121). Pre-epitokal specimen (UMML 22.1171) from Panama: body pale, muscle being replaced by 
irregular undifferentiated gonads throughout body (Fig. 13A–B); complete, 65 mm long, 2.5 mm wide, 
with 123 chaetigers.

Prostomium. Slightly longer than wide, dorsal groove present. Eyes black (Fig. 12A–B), larger in pre-
epitoke (Fig. 16A), or reddish, of similar size, anterior eyes oval, directed anteroventrally, about ⅒ of 
prostomial width, slightly more separated than posterior eyes. Antennae terminal, without gap between 
them, tips surpassing tips of palpophores, not surpassing palpostyles, half as long as prostomium. 
Palpophores conical, truncate, 2 × as long as wide; left palpostyle longer than wide, right one as long as 
wide.
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Tentacular belt. 2 × as long as chaetiger 1; anterior margin projected anteriorly middorsally, not 
covering posterior eyes or nuchal organs. Tentacular cirri regularly corrugated, twisted over anterior 
end; longest tentacular cirri reach chaetigers 4 or 5 (Figs 12A–B, 13A).

Pharynx. Not exposed, observed by dissection. Jaws brown, with 7–8 teeth. Paragnath formula 
(ECOSUR P2256): I: 1; II: 16–17 in rows; III: 20; IV: 28–30; V: 0; VI: 8–9; VII–VIII: 3 in a single band. 
Paragnath formula (UMML 22.1171): I: 4; II: 7–11; III: 9; IV: 10–12 cones; V: 0; VI: 3–3; VII–VIII: 3 
in a single band.

Pattern of parapodial ligules. On first few chaetigers, as well as on medial and posterior ones, with 
ligules tapered, blunt, about 2 × as long as wide, with massive dark glands, projected beyond ligular 
bases; anterior chaetigers with ligules massive, shorter, slightly tapered. First chaetigers with ligules 
granulose or verrucose, in a small area, progressively larger in anterior chaetigers, but missing in medial 
and posterior chaetigers. Glandular masses leave apical ligular spaces empty in medial and posterior 
chaetigers.

Chaetigers 1–2. With neuraciculae only (Figs 12C, 13C), with both noto- and neuraciculae thereafter. 
Dorsal cirrus longer and slightly wider than ventral one, longer than parapodial ligules. Dorsal ligule 
about 2 × as long as wide, as long as ventral one, both blunt. Neuracicular ligule slightly longer than 
wide, projected into a small acicular lobe. Supracicular neurachaetae: 10 homogomph spinigers and  
2 heterogomph falcigers with blades spinulose, 6–7 × as long as wide, tips incurved, tendon well defined; 

Fig. 11. Nereis riisei Grube & Örsted in Grube, 1857, holotype of Nereis glandulata Hoagland, 1919 
(AMNH 1211). A. Anterior fragment, dorsal view. B. Anterior end, dorsal view. C. Chaetiger 2, right 
parapodium, anterior view. D. Chaetiger 9, right parapodium, anterior view. E. Same, neuropodial 
supracicular heterogomph falciger. F. Same, neuropodial subacicular heterogomph falciger.
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subacicular neurochaetae: 8 heterogomph spinigers and 5 heterogomph falcigers with blades spinulose, 
8–9 × as long as wide, tips incurved, tendons well defined.

Anterior chaetigers (Figs 12D, 13D). With ligules massive, integument verrucose. Dorsal cirrus 
tapered, about 2 × as long as ventral one. Dorsal and median ligules subconical, blunt, as long as wide, 
dorsal one wider. Neuracicular ligule subconical, about 2 × as long as wide, slightly projected into an 
acicular lobe, as long as postchaetal one; postchaetal lobe digitiform; ventral ligule digitiform, as long 
as neuracicular one. Notochaetae 9 homogomph spinigers. Supracicular neurochaetae: 10 homogomph 
spinigers and 4 large heterogomph falcigers with blades spinulose, 3 × as long as wide, tips incurved, 
tendons well defined; subacicular neurochaetae: 5 heterogomph spinigers and 8 heterogomph falcigers 
with blades spinulose, 5–6 × as long as wide, tips incurved, tendons well defined.

Posterior chaetigers (Figs 12E, 13E–F). With dorsal and ventral cirri 5–7 × as long as wide, dorsal 
cirrus 1.5 × as long as dorsal ligule. Dorsal and median ligules digitate to subconical, blunt, slightly 
longer than wide or 2 × as long as wide; glandular areas not invading central apical regions. Neuracicular 
ligule subconical, about 2 × as long as wide, with a small acicular lobe, as long as ventral ligule or slightly 
longer. Notochaetae: 2 homogomph spinigers and 1 homogomph falciger with blade spinulose, 3 × as 
long as wide, tip incurved, tendon well defined. Supracicular neurochaetae: 12 homogomph spinigers 

Fig. 12. Nereis riisei Grube & Örsted in Grube, 1857, non-type specimen (ECOSUR P2256).  
A. Anterior region, dorsal view. B. Anterior end, dorsal view. C. Chaetiger 2, left parapodium, anterior 
view. D. Chaetiger 30, left parapodium, anterior view. E. Chaetiger 90, left parapodium, anterior view. 
F. Chaetiger 168, left parapodium, anterior view. G. Posterior region, dorsal view, after Shirlastain-A 
staining.
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(Fig. 13I) and 2 large heterogomph falcigers with blades spinulose, 2 × as long as wide, tips incurved, 
tendons well defined (Fig. 13K); subacicular neurochaetae: 4 homogomph spinigers (Fig. 12J) and  
4 heterogomph falcigers with blades spinulose, 3–4 × as long as wide, tips incurved, tendons well defined.

Subterminal chaetigers. With dorsal cirrus 2 × as long as dorsal ligules (Figs 12F, 13G). Dorsal 
ligule subconical, tapered, slightly longer than wide, as long as digititiform ventral ligule; central apical 
regions without glands. Neuracicular ligule subconical, tapered, slightly longer than wide; postchaetal 
lobe absent; ventral ligule digitate, basally swollen, glands barely visible, 1.5 × as long as neuracicular 
ligule. Notochaetae: 1 homogomph spiniger and 2 homogomph falcigers with blades spinulose, 3 × as 
long as wide, tips incurved, tendon well developed. Supracicular neurochaetae: 2 homogomph spinigers 

Fig. 13. Nereis riisei Grube & Örsted in Grube, 1857, non-type, pre-epitokal specimen (UMML 22.1171). 
A. Anterior region, dorsal view. B. Posterior end, dorsal view. C. Chaetiger 1, right parapodium, anterior 
view. D. Chaetiger 11, right parapodium, anterior view. E. Chaetiger 49, right parapodium, anterior 
view. F. Chaetiger 88, right parapodium, anterior view. G. Chaetiger 113, right parapodium, anterior 
view. H. Chaetiger 88, notopodial homogomph falciger. I. Same, neuropodial supracicular homogomph 
spiniger. J. Same, neuropodial subacicular heterogomph falciger. K. Same, neuropodial supracicular 
heterogomph falciger.
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and 1 large heterogomph falciger with blade spinulose, about 2 × as long as wide, tip incurved, tendon 
well developed; subacicular neurochaetae: 2 homogomph spinigers and 3 heterogomph falcigers with 
blades spinulose, about 2 × as long as wide, tips incurved, tendons well defined.

Posterior region. Tapered into a blunt cone (Figs 12G, 13B). Pygidium truncate, anus terminal, anal 
cirri as long as last 12 chaetigers.

Variation. Some specimens from Quintana Roo, Mexico show some variatons in their paragnath 
formula and a tendency for it to change with body size. I: 1–4 (increasing with size); II: 12–24 (more 
or less stable); III: 20–36 (decreasing with size); IV: 33–40 (more or less stable); V: 0 (unchanged); VI: 
4–18 (decreasing with size); VII–VIII: 3–7 in a row (decreasing with size).

Remarks
Salazar-Vallejo & Eibye-Jacobsen (2012) incorrectly indicated Puntarenas, Costa Rica (Pacific Ocean) 
as the type locality of Nereis riisei. Rather, St Croix is the correct type locality as indicated both in the 
description (Grube 1857: 163) and the index for the series (Grube 1858: 119). The label in the holotype 
material deposited in NHMD indicates that the type locality is St Croix and the collector was Kröyer 
(Danny Eibye-Jacobsen, pers. comm.).

Although it is a relatively easy species to identify, Nereis riisei has a largely confused taxonomic history 
and has been widely reported for both coasts of America in temperate to tropical waters. It is likely that 
the confusion regarding the type locality has given this species its current amphiamerican status. The 
first amphiamerican report was made by Monro (1933), synonymizing several species with N. riisei, 
and Hartman followed this conclusion in subsequent papers (Hartman 1938, 1940, 1944, 1954). This 
decision has been widely followed, except for some species such as N. glandulata Hoagland, 1919 (e.g., 
Treadwell 1924, 1928). We disagree and regard N. ambigua Treadwell, 1937 as a distinct species (see 
below).

Day (1973) and Gardiner (1976) recorded Nereis (Nereis) riisei from North Carolina, but their specimens 
differ from Caribbean ones by having tentacular cirri reaching chaetiger 6, ventral ligules as long as 
neuracicular ligules in posterior chaetigers, and notopodial homogomph falcigers with longer blades. 
Furthermore, Day (1973) described the dorsal cirri of anterior parapodia as being 3 × as long as dorsal 
ligules and the dorsal ligules as half as long as median ones, subconical instead of rounded.

On the other hand, N. riisei resembles N. ambigua Treadwell, 1937 by having the posterior eyes completely 
exposed and pharyngeal areas VII–VIII with a single row of paragnaths (the latter characterized in Dean 
2001). These two species differ because in N. riisei the ventral ligules in median and posterior parapodia 
surpass the neuracicular ligules, and fresh specimens have a blackish tentacular belt, whereas in  
N. ambigua the ventral ligules reach the neuracicular ligule tips in median and posterior parapodia, and 
fresh specimens have a pale tentacular belt. However, these differences must be taken as preliminary 
pending the collection of topotype specimens of N. ambigua and confirming these diagnostic features.

Nereis (Nereis) puncturata Grube & Örsted in Grube, 1857 was described based on specimens from two 
distinct localities. Salazar-Vallejo & Eibye-Jacobsen (2012) located the type material in two museums: 
a specimen from St Croix is deposited in the Natural History Museum of Denmark (NHMD), while 
specimens from Valparaiso are deposited in the Zoological Museum, Berlin (ZMB 4040). Grube did 
not include type localities in the descriptions. but included them for the index to species (Grube 1858). 
One syntype of N. puncturata (NHMD 109269, previously ZMUC POL-1486) was studied and within 
it a label by Kröyer was found indicating that this species is similar to N. riisei; the syntype is in poor 
condition, the body being crystallized, but morphological characters could be observed that place it 
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closer to Platynereis dumerilii (Audouin & Milne Edwards, 1833). The species requires the proposition 
of lectotypes to separate the Atlantic from the Pacific forms.

The syntypes of Nereis albipes (ZMB Q3441) are similar to N. riisei, and they are herein regarded 
as snynonyms. This southern Brazilian species has the same pattern of black glandular spots in the 
parapodial ligules; however, a slight variation is observed in the paragnath formula: I: 1; II: 11– 20 in 
two rows; III: 11–23 in oval group; IV: 18–28 in a crescent-shaped patch; V: 0; VI: 4–10 in a rounded 
patch; VII–VIII: 5 in a single band. Incidentally, this species name was indicated, on the same page 
(Grube 1874: 60), as “N. albipes Gr.” and 20 lines below as “albipes Gr. Müll.” We are following the 
latter because Fritz Müller provided some identifications to the specimens sent to Grube.

Other species have been referred to as synonyms of N. riisei, but the material needed to corroborate 
their status were not examined. These species deserve to be studied in further detail to clarify their 
affinities, but that is beyond our objectives for this contribution. The species are the following ones (in 
chronological order):

Heteronereis fasciata Schmarda, 1861. Schmarda (1861) described this species based on epitokes from 
Jamaica, preventing an adequate comparison with atoke specimens of N. riisei. Augener (1925) revised 
the type material and based upon the paragnaths on pharyngeal areas VII–VIII and the chaetae, he 
concluded that it was identical to N. riisei. Diagnostic features include jaws with five teeth, areas VII–
VIII with few paragnaths in one band, neuropodial heterogomph falcigers with short blades and natatory 
region starting at chaetiger 22–23. Several specimens of this species (with labels V900 and V901), 
supposed to be the type material observed by Augener, are deposited at the Natural History Museum in 
Vienna (H. Sattmann, pers. comm.).

Nereis nigripes Ehlers, 1868. Ehlers (1868) described this species based on specimens from Haiti and 
Florida. Augener (1925) regarded N. nigripes as identical to N. riisei, and Monro (1933) synonymized 
it with N. riisei without further explanation. Hartman (1938), based on Monro’s decision, synonymized 
this species and N. bicruciata Augener, 1906 (see below) with N. riisei. The database of the Museum 
of Comparative Zoology (Harvard University, Cambridge, MA) indicates they have the specimen from 
Haiti (ANNa-54). Ehlers (1868) detailed the following paragnath formula: I: irregular patch; II: arc 
patch; III: transverse patch; IV:  arc patch; V: 0; VI: 8–13; VII–VIII: 5. Based on the original description, 
N. nigripes differs from N. riisei by having the antennae as long as the prostomium, tentacular cirri 
reaching chaetiger 9 and dorsal ligules longer than median ones in posterior chaetigers.

Nereis (Lycoris) trifasciata Grube, 1878. Grube (1878) described this species from Bohol, Philippines. 
He provided the following paragnath formula: I: 0; II: 11 in two rows; III: 8 in two rows; IV: 15 in two 
rows; V: 0 or 1; VI: 5–6; VII–VIII: a single band. The original description is succinct and prevents 
any further comparison between N. trifasciata and N. riisei. Monro (1933) regarded this species as a 
synonym of N. riisei without further explanation, but this conclusion must be evaluated based upon 
topotype specimens because of the different type localities for these species. The species was transferred 
to Neanthes Kinberg, 1865 by Villalobos-Guerrero & Idris (2021).

Nereis lata Hansen, 1882. Hansen (1882) described this species based on one specimen from Rio de 
Janeiro, Brazil. Augener (1934) concluded that this species must be regarded as a synonym of N. riisei 
because of the presence of ligules with dark glands in middle and posterior chaetigers and the presence 
in pharyngeal areas VII–VIII of 4 paragnaths in a single band. The original description and Augener’s 
redescription were very short, preventing further comparisons with N. riisei. Records of Nereis sp. by 
Nonato & Luna (1970) and of N. riisei by Santos & Lana (2003) might belong to N. lata if they are 
shown to be different from N. riisei.
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Nereis scolopendroides Hansen, 1882. This species was also described based on specimens from Rio 
de Janeiro (Hansen 1882). According to Augener (1934), the type material contains two species, one of 
them very similar to N. lata and therefore, in his opinion, probably conspecific with N. riisei. Augener 
(1934) detailed the following paragnaths in the oral pharyngeal ring: V: 0; VI: 11–15; VII–VIII: 4 in 
a single band. Based on the original description, N. scolopendroides differs from N. riisei by having 
shorter antennae, dorsal and median ligules shorter than neuracicular ligules and heterogomph falcigers 
with shorter blades.

Nereis unifasciata Willey, 1905. Willey (1905) described this species from Sri Lanka (formerly Ceylon) 
and provided the following paragnath formula: I–IV: unknown; V: 0; VI: small patch; VII–VIII: a single 
band. Fauvel (1919) thought that this species differed from N. trifasciata only in its pigmentation. Monro 
(1933) regarded N. unifasciata as a synonym of N. riisei without further explanation. Based on the 
original description, N. unifasciata differs from N. riisei by having tentacular cirri reaching chaetiger 7  
and lacking notopodial homogomph falcigers. This explains why Day (1967: 318)  regarded it as 
belonging in Neanthes. Pamungkas & Glasby (2015) provided an account of this species.

Nereis bicruciata Augener, 1906 species inquirenda. Augener (1906) described this species based on 
an incomplete specimen from St Croix, Virgin Islands, dredged from sediments at a depth of 210 m. 
Hartman (1938) examined the type specimen and determined that N. bicruciata and N. nigripes Ehlers, 
1868 were synonyms of N. riisei, although she identified some differences in jaw dentition and paragnath 
numbers. The type material was supposedly deposited in the Museum of Comparative Zoology, Harvard 
University (MCZ ANNc-2277) but has been lost since 1983, requiring the proposal of a neotype. Augener 
(1906) detailed the following paragnath formula: 1: 1; II: several rows; III: 7; IV: triangular patch; V: 0;  
VI: 4–5; VII–VIII: 3 in a single band. Based on the original description, N. bicruciata differs from  
N. riisei by having tentacular cirri reaching chaetigers 10–11 and fewer paragnaths in pharyngeal area 
III.

Nereis decora Treadwell, 1932. Hartman (1938: 14; 1956: 255) synonymized this species from Ilha 
de São Sebastião, Brazil, with N. riisei, but made no comments about this decision. Treadwell (1932) 
detailed the following paragnath formula: I: 1; II: about 15 in two rows; III: oblong patch; IV: oval patch 
smaller than in III; V: 0; VI: 6–8; VII–VIII: 4–5 in a single band. Based on the original description,  
N. decora differs from N. riisei mainly by having antennae as long as the prostomium and tentacular cirri 
reaching chaetiger 7, while the parapodia are very similar in both species.

Neanthes varia Treadwell, 1941 (replacement name for Nereis (Neanthes) paucidentata Treadwell, 
1939). Hartman (1956) synonymized this species with N. riisei, notwithstanding the fact that she 
detailed clear differences between them, such as the presence in N. varia of paragnaths in area V, a single 
paragnath in areas VI and two rows of paragnaths in areas VII–VIII. Moreover, in the middle parapodia 
of N. varia, the dorsal cirri are half as long as the dorsal ligules, and the dorsal ligules are 2 × as long 
as the median ligules; in N. riisei, the dorsal cirri are longer than the dorsal ligules, and the dorsal and 
median ligules are subequal. Finally, notopodial homogomph falcigers were not noticed for N. varia. All 
these mentioned features are enough to separate it from N. riisei.

Distribution
Western Atlantic from North Carolina (USA) to Florianópolis (Desterro), Brazil.

Nereis lunulata Ehlers, 1901 stat. nov.
Figs 14–15

Nereis pelagica var. lunulata Ehlers, 1901a: 259 (nomen nudum).
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Nereis pelagica var. lunulata – Ehlers 1901b: 103–104, pl. 12 figs 12–17. — Wesenberg-Lund 1962: 77 
(records by Ehlers).

Nereis pelagica lunulata – Hartmann-Schröder 1962: 407 (key). — Hartman 1964: 101, pl. 31 fig. 1 
(image from Ehlers 1901b).

Nereis falsa – Fauvel 1941: 279. — Wesenberg-Lund 1962: 77 (records by Fauvel; both non de 
Quatrefages, 1866).

Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 1.5 × as long as first chaetiger; tentacular 
cirri short, reaching chaetigers 4–5; jaws with 6–7 teeth; pharyngeal area II with 16 paragnaths in oblique 
rows, areas VII–VIII with 46 paragnaths in 3 transverse rows; anterior chaetigers with notopodial ligules 
digitate, longer than wide; ventral ligules in median and posterior chaetigers reaching tip of neuracicular 
ligules.

Material examined
Syntype

CHILE • 1 spec.; Patagonia, Charrua Port; 53º03´ S, 073º56´ W; stn 1071; 26 Mar. 1896; Nordenskjölds 
Expedition till Eldslandet och Patagonien 1895–96 leg.; rocky shore, low tide; SMNH Type 513.

Other material
CHILE • 2 specs (both complete, regenerating posterior end); Punta Arenas, “No. 25, T 59”; 53°10′ S, 
70°56′ W; M. Lebrun leg.; MNHN 83-T52.

Description
Syntype

Body. Complete, 26 mm long, 1.5 mm wide including parapodia, with 70 chaetigers. Dorsum pale 
brown, anterior chaetigers with two semicircular lateral spots per segment, remaining segments pale. 
Prostomium with brown pigmentation laterally, close to palps.

Prostomium. Longer than wide, subpyriform, dorsal groove present. Eyes black, in trapezoidal 
arrangement, anterior eyes slightly longer than posterior ones. Antennae half as long as prostomium, not 
reaching tips of palpostyles, with a small gap between them. Palpophores globose, 2 × as long as wide, 
palpostyles rounded (Fig. 14A).

Tentacular belt. 1.5 × as long as first chaetiger, anterior margin not covering posterior eyes. Tentacular 
cirri smooth, longest pair reaching anterior margin of chaetiger 5 (Fig. 14A).

Pharynx. Not everted, observed by dissection. Jaws brown with 6–7 teeth. Paragnath formula: I: 2 in 
tandem; II: 16 in 3 oblique rows; III: 36 in oval group; IV: 20 in a crescent-shaped group; V: 0; VI: 4–4 
in diamond; VII–VIII: 46 in three bands, basal band with larger paragnaths.

Pattern of parapodial ligules. Anterior and median chaetigers with ligules massive, blunt, round, 
slightly longer than wide, posterior chaetigers with ligules conical, blunt, as long as wide, or slightly 
longer than wide in posterior chaetigers; ventral ligule reaching tip of neuracicular ligules.

Chaetigers 1–2. With neuraciculae only, with both noto- and neuraciculae thereafter.

Anterior parapodia (Fig. 14B). With dorsal cirrus inserted medially, longer than ventral ones, dorsal 
cirrus about 3 × as long as dorsal ligule. Dorsal and median ligules subequal; dorsal one subconical, 
blunt, median ligule rounded. Neuracicular and ventral ligules subequal; neuracicular one subconical, 
ventral one digitiform, longer than ventral cirrus. Notochaetae 6 homogomph spinigers. Supracicular 
neurochaetae: 6 homogomph spinigers and 2 heterogomph falcigers, blades 6 × as long as wide; 
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subacicular neurochaetae: 2 heterogomph spinigers and 5 heterogomph falcigers, blades 6 × as long as 
wide.

Median parapodia (Fig. 14C). With dorsal cirrus inserted medially, longer than ventral one, dorsal 
cirrus 2.8 × as long as dorsal ligule. Dorsal and median ligules subequal, subconical, 1.5 × as long as 

Fig. 14. Nereis lunulata Ehlers, 1901 stat. nov., syntype (SMNH Type 513). A. Anterior region, dorsal 
view. B. Chaetiger 11, right parapodium, anterior view. C. Chaetiger 30, right parapodium, anterior view. 
D. Chaetiger 52, right parapodium, posterior view. E. Chaetiger 30, notopodial homogomph falciger.  
F. Same, neuropodial heterogomph falciger of infracicular fascicle.



SALAZAR-VALLEJO S.I. et al., The “Nereis falsa” de Quatrefages species group

41

neuracicular ligule. Neuracicular ligule digitiform, slightly longer than ventral ligule; ventral ligule 
digitiform, longer than ventral cirrus. Notochaetae: 2 homogomph spinigers and 1 homogomph falciger 
with blade 5.6 × as long as wide, distal tooth incurved and fused to blade, heavily serrated (Fig. 14E). 
Supracicular neurochaetae: 5 heterogomph spinigers and 1 heterogomph falciger, blades 2 × as long as 
wide, inner edge spinulose, distal tooth incurved, fused to blade (Fig. 5F); subacicular neurochaetae:  
2 heterogomph falcigers with blades barely 2 × as long as wide, distal tooth incurved, fused to blade.

Posterior parapodia (Fig. 14D). With dorsal cirrus inserted medially, 2.5 × as long as ventral one, about 
3 × as long as dorsal ligule. Dorsal ligule subconical, slightly longer than median ligule; median ligule 
subconical, 2 × as long as neuracicular ligule. Neuracicular ligule subconical; ventral ligule digitiform, 
clearly longer than  neuracicular ligule, 2 × as long as ventral cirrus. Notochaetae: 3 homogomph 
spinigers and 1 homogomph falciger, similar to those of middle parapodia. Supracicular neurochaetae: 
5 heterogomph spinigers and 1 heterogomph falciger, similar to those of middle parapodia; subacicular 
neurochaetae: 1 heterogomph spinigers and 3 heterogomph falcigers, similar to those of median 
chaetigers (Fig. 14E).

Posterior region. Tapered. Pygidium with anus terminal; anal cirri as long as last 5 chaetigers.

Non-type specimens
Body. Specimens complete (MNHN 83-T52), damaged, slightly macerated (soft, fluffy), integument 
separated on cephalic appendages (Fig. 15A), most chaetae broken or softened. Body 24–26 mm long, 
1.8–2.0 mm wide, with 65–80 chaetigers. Body pale, almost colorless, subcylindrical along anterior and 
medial body thirds, slightly depressed along posterior third.

Prostomium. 2 × as long as wide, dorsal groove present. Eyes blackish, of similar size, anterior ones 
oval, directed anteroventrally, diameter ⅙–⅐ of prostomial width, slightly more separated than posterior 
eyes (Fig. 6B). Antennae half as long as prostomium, without gap between them, tips reaching palpostyle 
tips. Palpophores 2 × as long as wide; palpostyles longer than wide (left) or rounded (right).

Tentacular belt. 2 × as long as first chaetiger; anterior margin projected anteriorly (less pronounced 
in smaller specimen), with an unpigmented irregular area along its right side. Tentacular cirri smooth, 
integument detached along almost all their length, longest ones reaching chaetigers 3–4.

Pharynx. Not everted, observed by dissection of largest specimen. Jaws with 7 denticles. Paragnath 
formula: I: 1; II: 17–18; III: about 36 in oval group; IV: 26–28 in oval groups; V: 0; VI: 4 in diamond; 
VII–VIII: 2–3 rows in of small and large paragnaths in two bands.

Pattern of parapodial ligules. Anterior and median chaetigers with ligules blunt, slightly longer than 
wide, becoming blunt triangular, slightly longer than wide in posterior chaetigers. Ventral ligules as long 
as neuracicular ligules, tapered.

Chaetigers 1–2. With neuraciculae only (Fig. 15D); with both noto- and neuraciculae thereafter. 
Dorsal cirrus slightly longer and about as wide as ventral cirrus, 1.5 × as long as dorsal and ventral 
ligules. Dorsal ligule wider, as long as ventral one, 2 × as long as neuracicular ligule. Neuracicular ligule 
subconical, blunt. Supracicular neurochaetae: 4 homogomph spinigers and 3 heterogomph falcigers, 
blades spinulose, 6 × as long as wide, tips incurved; subacicular neurochaetae: 12 heterogomph chaetae 
(only 2 spiniger and 1 twisted falciger blade remaining).

Median parapodia (Fig. 15E). With dorsal cirrus 1.5 × as long as dorsal ligule, slightly longer and wider 
than ventral cirri, both with sessile ciliates. Dorsal ligules 1.5 × as wide as long, blunt; median ligule 
rounded, slightly longer than neuracicular ligule, glandular areas unpigmented, extended along ligular 
bases. Neuracicular ligule digitiform, 2 × as long as wide, slightly longer than ventral ligule; ventral 



European Journal of Taxonomy 779: 1–70 (2021)

42

ligule digitiform, 3 × as long as wide, longer than ventral cirrus. Notochaetae 8 homogomph spinigers, 
without falcigers. Supracicular neurochaetae: 5 homogomph spinigers and 3 heterogomph falcigers with 
blades spinulose, 2–3 × as long as wide, distal tooth incurved, fused to blade; subacicular neurochaetae: 
3 heterogomph spinigers and 7 heterogomph falcigers with blades spinulose, 2–3 × as long as wide, 
distal tooth incurved, fused to blade.

Posterior region (Fig. 15F). With dorsal and ventral cirri 6–8 × as long as wide, dorsal cirrus 1.2 × 
as long as dorsal ligule, often with several sessile ciliates transforming their appearance into medially 
swollen, ventral cirrus shorter than ventral ligule, some with sessile ciliates (Fig. 15F, inset). Dorsal 
and median ligules subconical to digitate, about as long as wide, 1.5 × as long as neuracicular ligule, 
glandular areas unpigmented, extended along ligular bases; dorsal one slightly wider than long, median 
one slightly longer than wide. Neuracicular ligule subconical, blunt, as long as wide, as long as ventral 
ligule; ventral ligule digitiform, slightly longer than wide. Notochaetae 6 homogomph spinigers, 
falcigers absent. Supracicular neurochaetae: 2 homogomph spinigers and 2 heterogomph falcigers, 

Fig. 15. Nereis lunulata Ehlers, 1901 stat. nov., non-type specimen (MNHN 83-T52). A. Anterior region, 
dorsal view. B. Anterior end, dorsal view. C. Anterior end, ventral view. D. Chaetiger 2, left parapodim, 
anterior view. E. Chaetiger 14, left parapodium, anterior view. F. Chaetiger 30, left parapodium, 
posterior view (inset: close-up of dorsal cirrus). G. Chaetiger 56, left parapodium, anterior view (inset: 
homogomph falciger).
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blades missing; subacicular neurochaetae: 2 heterogomph spinigers and 8 heterogomph falcigers with 
blades spinulose, 3 × as long as wide, distal tooth incurved, fused to blade.

Subterminal chaetigers (Fig. 15G). With dorsal cirrus slightly longer than dorsal ligule, about 2 × 
as long as ventral cirrus. Dorsal ligule subconical, tapered, slightly longer than wide, 1.5 × as long 
as median ligule; median ligule subconical, 1.5 × as long as wide, 2 × as long as neuracicular ligule. 
Neuracicular ligule subconical, about as wide as long, as long as ventral ligule; ventral ligule digitiform, 
slightly longer than wide, 3 × as long as ventral cirrus. Notochaetae: 3 homogomph spinigers and  
1 homogomph falciger with blade distorted, bent dorsally, spinulose, distal tooth incurved, tendon visible 
(Fig. 15G, inset). Supracicular neurochaetae: 4 homogomph spinigers and 6 heterogomph falcigers 
with blades spinulose, 1–2 × as long as wide, distal tooth barely incurved, tendon visible. Subacicular 
neurochaetae: 2 homogomph spinigers and 4 heterogomph falcigers with blades spinose, 2 × as long as 
wide, distal tooth incurved, tendon not seen.

Posterior region. Tapered into a blunt cone. Pygidium regenerating, almost completed in smallest 
specimen, anus terminal, anal cirri as long as last 5–6 chaetigers.

Remarks
Nereis pelagica lunulata Ehlers, 1901 differs from the stem species, N. pelagica Linnaeus, 1758 as 
defined by Chambers & Garwood (1992: 16, figs 17–18), because its ventral ligules are tapered in 
posterior chaetigers, instead of being blunt, lobate, and because its notopodial homogomph falcigers are 
spinulose, with a barely defined tendon, as opposed to dentate or smooth in N. pelagica. Consequently, 
it is herein elevated in rank from subspecies to species.

As indicated in the key below, because of the presence of 2–3 transverse rows of paragnaths in pharyngeal 
areas VII–VIII, and by having digitate notopodial ligules in anterior chaetigers, N. lunulata stat. nov. 
resembles N. splendida Grube, 1840, from the Mediterranean Sea, and “N. falsa” sensu Liñero-Arana & 
Reyes-Vásquez (1979), from the southeastern Caribbean. These three species differ by the relative size 
of ventral ligules and by the number of paragnaths in pharyngeal area II. In N. lunulata stat. nov., ventral 
ligules are as long as neuracicular ligules, and area II has 16 paragnaths, whereas N. splendida and “N. 
falsa” have ventral ligules longer than neuracicular ligules, and there are 22 paragnaths in area II in the 
former, and about 30 in the latter.

It is worth noting that the presence of some unidentified, solitary peritrich ciliates on the parapodial cirri 
modifies their appearance, making them look wider, and the surface also becomes more irregular, i.e., it 
is not as smooth as in other similar species.

Distribution
Souhern Chile, from Punta Arenas to Tierra del Fuego, in shallow water.

Nereis lucipeta Ehlers, 1908 reinstated
Fig. 16

Nereis lucipeta Ehlers, 1908: 69–71, pl. 8 figs 7–13.

Nereis splendida – Ehlers 1913: 496 (non Grube, 1840).
Nereis falsa – Fauvel 1919: 398 (non de Quatrefages, 1866).
Nereis lucipeta – Hartman 1959: 262 (synonymy).
Nereis (Nereis) falsa – Day 1967: 317, fig. 14.7k–o (non de Quatrefages, 1866).
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Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 2 × as long as first chaetiger; tentacular 
cirri short, reaching chaetiger 3; jaws with 7 denticles; pharyngeal area II with 18–20 paragnaths in 
crescent-shaped group, areas VII–VIII with 30–46 paragnaths in 2–3 transverse rows; anterior chaetigers 
with notopodial ligules short, globose; ventral ligules in median and posterior chaetigers markedly 
longer than neuracicular ligules.

Material examined
Syntypes

ANGOLA • many syntypes (fide Hartwich 1993: 114); Big-Fish Bay; ZMB Verm. 4440 • 2 syntypes;  
same collection data as for preceding; ZMF 1660 • 2 syntypes; University of Marburg (fide Fiege & 
Wehe 2004). Not seen.

Other material
MADAGASCAR • 4 specs; “Tuléar” [Toliara]; stn 52; 1906; Mission F. Geay leg.; MNHN 83-52.

Description (MNHN 83-52)
Body. Atoke specimens; two complete, and two anterior fragments; complete specimens 18–29 mm 
long, 0.9–1.4 mm wide, with 64–72 chaetigers; anterior fragments 6–18 mm long, 1.2–2.0 mm wide, 
with 18–30 chaetigers (largest one broken in two pieces). Body pale, subcylindrical, depressed along 
posterior region.

Prostomium. Slightly longer than wide, dorsal groove present (Fig. 16A–D). Eyes blackish, of similar 
size, anterior eyes oval, directed anteroventrally, diameter about ⅙–⅐ of prostomial width, slightly more 
separated than posterior eyes (Fig. 16A–D). Antennae half as long as prostomium, without gap between 
them, tips surpassing palpophore tips, sometimes reaching palpostyle tips (Fig. 4C). Palpophores 
subconical, 2 × as long as wide; palpostyles projected, blunt, slightly longer than wide (Fig. 16A–D).

Tentacular belt. 2 × as long as first chaetiger, anterior margin projected anteriorly middorsally, not 
covering posterior eyes or nuchal organs. Tentacular cirri smooth, barely contracted distally; smallest 
complete specimen with longest tentacular cirri reaching chaetiger 3 (Fig. 16A), in largest complete 
specimen reaching chaetiger 3.

Pharynx. Not everted, observed by previous dissection of largest specimen. Jaws brown, with 7 denticles. 
Paragnath formula: I: 2 in tandem; II: 18–20 in crescent-shaped group; III: 30 in oval group; IV: 28–30 
in oval groups; V: 0; VI: 4 in diamond; VII–VIII: 30-46 paragnaths in 2–3 rows (size dependent).

Pattern of parapodial ligules. Anterior chaetigers with ligules blunt, slightly longer than wide, 
becoming blunt subconical to digitiform in median and posterior chaetigers; ventral ligules thinner, 
3–4 × as long as wide.

Chaetigers 1–2. With neuraciculae only (Fig. 16E); with both noto- and neuraciculae thereafter. Dorsal 
cirrus slightly longer and wider than ventral one, 2 × as long as parapodial ligules. Dorsal ligule longer 
than wide, blunt, as long as tapered median one. Neuracicular ligule subconical, blunt, as long as wide. 
Supracicular neurochaetae: barely exposed, 5 homogomph spinigers and 3 heterogomph falcigers 
with blades spinulose, 5–6 × as long as wide, distal tooth incurved, tendons not visible; subacicular 
neurochaetae: 5 heterogomph spinigers and 6 heterogomph falcigers with blades spinulose, 6–7 × as 
long as wide, distal tooth incurved, tendons not visible.

Median parapodia (Fig. 16F). With dorsal cirrus 2 × as long as dorsal ligule, slightly longer than 
ventral cirrus. Dorsal ligule as long as wide, subconical, blunt; median ligule rounded; both ligules 
subequal, 2.5 × as long as neuracicular ligule, with glandular areas unpigmented, extended along ligular 
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bases. Neuracicular ligule subconical, blunt, wider than long; ventral ligule digitiform, slightly longer 
than wide, 2 × as long as neuracicular ligule. Notochaetae 9 heterogomph spinigers. Supracicular 
neurochaetae: 4 homogomph spinigers and 3 heterogomph falcigers with blades spinulose, 3 × as long as 
wide, distal tooth incurved, tendons barely visible; subacicular neurochaetae: 3 heterogomph spinigers 
and 7 heterogomph falcigers with blades spinulose, 3–5 × as long as wide, distal tooth incurved, tendons 
barely visible.

Posterior parapodia (Fig. 16G). With dorsal and ventral cirri 5–6 × as long as wide, dorsal cirrus about 
2 × as long as dorsal ligule, ventral cirrus shorter than ventral ligule. Dorsal and median ligules subequal, 
blunt, subconical to digitiform, 2 × as long as wide, glandular areas unpigmented, darker along ligular 
bases. Neuracicular ligule subconical, 2 × as wide as long; ventral ligule digitiform, 2 × as long as wide, 
2 × as long as neuracicular ligule. Notochaetae: 4 homogomph spinigers and 1–2 homogomph falcigers 
with blades spinulose, 4 × as long as wide, tip incurved, tendon visible. Supracicular neurochaetae:  
5 homogomph spinigers and 2 heterogomph falcigers with blades spinulose, 2 × as long as wide, distal 
tooth incurved, fused to blade; subacicular neurochaetae: 2 heterogomph spinigers and 3 heterogomph 
falcigers with blades spinulose, 2 × as long as wide, distal tooth incurved, fused to blade.

Subterminal chaetigers (Fig. 16H). With dorsal cirrus 2.3 × as long as dorsal ligule, almost 2 × as long 
as ventral cirrus. Dorsal notopodial ligule digitiform, 2.5 × as long as wide, slightly longer than median 
one; median ligule digitiform, 2 × as long as wide, 2 × as long as neuracicular ligule. Neuracicular 
ligule truncate, slightly wider than long; ventral ligule digitiform, 2 × as long as neuracicular ligule. 
Notochaetae: 3 homogomph spinigers and 1 homogomph falciger, blade spinulose, about 3 × as long as 

Fig. 16. Nereis lucipeta Ehlers, 1908, reinstated, non-type specimens (MNHN 83-52), anterior region in 
dorsal view. A. 0.9 mm wide. B. 1.2 mm wide, after Shirlastain-A staining. C. 1.4 mm wide, after methyl 
green. D. 2.0 mm wide. E. Largest fragment, chaetiger 2, right parapodium, anterior view. F. Same, 
chaetiger 15, right parapodium, anterior view. G. Same, chaetiger 28, right parapodium. H. Complete 
specimen, chaetiger 65, left parapodium, anterior view (inset: homogomph falciger).
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wide, distal tooth incurved and fused to blade. Supracicular neurochaetae: 5 homogomph spinigers and 
2 heterogomph falcigers with blades spinulose, almost 2 × as long as wide, distal tooth incurved, fused 
to blade; subacicular neurochaetae: 4 heterogomph spinigers and 3 heterogomph falcigers with blades 
spinulose, 3 × as long as wide, distal tooth incurved, fused to blade.

Posterior region. Tapered into a blunt cone. Pygidium with anus terminal, anal cirri as long as last 
6–8 chaetigers.

Remarks
Nereis lucipeta Ehlers, 1908 was described based on prenatatory male epitokes dredged in Big-Fish Bay, 
Angola (Valdivia, stn 76, 16°33′ S, 11°46′ E; 14 m). Ehlers (1913: 496) recorded atoke specimens but 
regarded this species as a junior synonym of N. splendida Grube, 1840. This latter record was regarded 
as a synonym of “N. falsa” by Fauvel (1919), after finding it in Madagascar. This same conclusion was 
followed by Hartman (1959) and Day (1967). However, N. lucipeta must be reinstated.

The main difference between the male epitokes of N. lucipeta and those of N. splendida is in the number 
of chaetigers in the non-natatory region, as indicated in the key below. In N. lucipeta the anterior region 
includes 20 chaetigers, whereas in N. splendida, it has 27. An additional difference is in the shape of the 
prostomium and the size of the palpophores. In N. lucipeta the anterior prostomial region is longer than 
the posterior, ocular one, and the palpophores are markedly swollen, projected laterally beyond the level 
of the lateral eyes, whereas in N. splendida the anterior prostomial region is as long as, or shorter than, 
the posterior ocular one, and the palpophores are not so markedly swollen.

The atokes of what could be regarded as N. lucipeta were briefly characterized by Day (1962: 639), 
under the name of N. falsa, based on some specimens from Natal, and later he keyed out the atokes 
and provided an extended diagnosis (Day 1967: 317). These records are herein regarded as N. lucipeta 
because of the similarities in parapodial and pharyngeal features, although the anterior end of an atoke 
has not been illustrated before.

As indicated in the key below, by having short tentacular cirri N. lucipeta resembles N. callaona and 
N. callaona sensu Augener 1918 from Western Africa. However, typical N. callaona can be separated 
from the two other species because its jaws only have 4 denticles, whereas the two other species have 
6–7 denticles. The main difference between N. lucipeta and N. callaona from Western Africa are in the 
pharyngeal areas II and III, because N. lucipeta has 18–20 paragnaths in II and about 30 paragnaths in 
III, whereas N. callaona sensu Augener has 28 paragnaths in II and about 50 in III.

Distribution
From Angola to Madagascar, in shallow water.

Nereis callaona sensu Augener, 1918

Nereis callaona Augener, 1918: 184–186 (non Grube & Kröyer in Grube, 1857).

Nereis falsa – Fauvel 1936: 35; 1950: 353. — Fauvel & Rullier 1957: 73–74. — Amoureux 1973: 53 
(non de Quatrefages, 1866).

Diagnosis
Nereis with dorsal brownish pigmentation as trapezoidal transverse bands; parapodial glands dark. Jaws 
with 6 denticles; paragnaths formula: I: 2 in tandem; II: about 28 in three rows; III: about 50; IV: about 
34; V: 0; VI: 3–5; VII–VIII: 2 irregular bands with about 60 paragnaths (largest paragnaths in I, VI, 
VII–VIII).
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Material examined
None.

Remarks
Dark pigmented glands in parapodial ligules have been reported several times for West African specimens 
recorded as N. callaona. Augener (1918: 184) and later Fauvel (1936: 35) noted 2–3 transverse rows 
of paragnaths in pharyngeal areas VII–VIII. Fauvel recorded this species with a single specimen from 
Agadir (30°25′00″ N, 09°35′00″ W), on ascidians. He gave the paragnath formula as: I: 0, 2; II: two 
arches; III: rectangular group; IV: arched groups; V: 0; VI: 3–5 large paragnaths in a cross on each 
side; VII–VIII: 2–3 irregular series with subequal paragnaths. The presence of a dorsal homogomph 
falciger was indicated with a blade denticulated, and with a ligament from the top. The pigmentation 
was given as greenish with transverse brownish bands along the anterior region. However, West African 
specimens differ from typical N. callaona from western South America in several features. In West 
African specimens, jaws have 6 denticles, but only 4 are present in western South American specimens. 
In African specimens, the pharyngeal area II has about 28 paragnaths in three rows, whereas American 
specimens have about 11 in two rows.

Augener (1918: 186) indicated some resemblance of his specimens to N. lucipeta Ehlers, 1908, and to  
N. splendida; we have not seen these specimens and their affinities must be clarified in the future.

Distribution
Togo to Angola, from the intertidal to shallow depths (10 m).

Nereis ambigua Treadwell, 1937 reinstated

Nereis ambiguus Treadwell, 1937: 149–150, pl. 2 figs 19–24.

Nereis riisei – Monro 1933: 43–44 (living pigmentation). — Hartman 1940: 221–222, pl. 33 fig. 37; 
1956: 279 (synonymy). — Reish 1968: 77. — Fauchald 1977b: 31, fig. 8c–e (partim, only Pacific 
Panama specimens). — de León-González & Solís-Weiss 2000: 560–561. — Dean 2001: 57–58, 
figs 44–48 (non Grube & Örsted in Grube, 1857).

Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 2 × as long as first chaetiger; pharyngeal 
areas VII–VIII with a single row of large denticles; median and posterior parapodia with ventral ligules 
reaching tip of neuracicular ligules.

Material examined
Syntypes

MEXICO • 1 juv.; Revillagigedo Islands, Clarion Island, Sulphur Bay, Clarion Island; 18°20′40″ N, 
114°44′20″ W; Templeton Crocker Expedition, stn 163 D1; depth 36 m; 11 May 1936; AMNH 36595 • 
1 heteroneris; same collection data as for preceding; AMNH 36883 (not seen).

Other material
MEXICO – Gulf of California • 3 specs; Baja California, Bahía de Los Angeles, fiscal harbour; 
28°56′49.8″ N, 113°33′25.8″ W, 18 Apr. 2010; J.A. de León leg.; UANL 8146 •  3 specs; Baja California 
Sur, Puerto Escondido Marina, 25°48′52″ N, 111°18′41.1″ W; 2 Apr. 2011, J.A. de León leg.; UANL 
8147 • 3 spec.; same locality as for preceding; 2 Sep. 2011, J.A. de León leg.; UANL 8148 • 6 specs; 
same locality as for preceding; 5 Nov. 2013, J.A. de León leg.; UANL 8149 • 3 specs; Baja California 
Sur, Santa Rosalia Marina; 27°20′13.4″ N, 112°15′47.6″ W; 12 Nov. 2013, J.A. de León leg.; UANL 
8150 • 2 specs; 24 Jun. 2017; J.A. de León leg.; UANL 8151.
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Description (abridged from several sources)
Body. Dark brownish pigmentation on dorsal surfaces of prostomium and tentacular belt, often continued 
as two transverse bars per segment along anterior chaetigers.

Prostomium. Pyriform, longer than wide; eyes round, of similar size, in a rectangular arrangement. 
Antennae slightly surpassing palp tips. Palpophores globose, as long as wide, palpostyles rounded.

Tentacular belt. 2 × as long as first chaetiger, anterior margin middorsally projected anteriorly, not 
covering posterior eyes. Tentacular cirri smooth, longest one reaching chaetiger 5–9.

Pharynx. Jaws brownish with 9–10 teeth. Paragnaths formula: I: 2 in tandem; II: 33–34 in an arch; III: 
36 in an oval; IV: 33, 35 of different sizes; V: 0; VI: 8, 11 in a cluster; VII–VIII: single row with 4–5 
small cones.

Pattern of parapodial ligules. Anterior chaetigers with ligules blunt, slightly longer than wide, of 
similar length and width, becoming tapered, blunt, slightly longer than wide in median and posterior 
chaetigers; ventral ligule progressively smaller, thinner, 2 × as long as wide.

Chaetigers 1–2. With neuraciculae only. Ligules without glandular masses.

Median parapodia. With dorsal cirrus longer than ventral one, both thin; dorsal cirrus almost 2 × as long 
as dorsal ligule; dorsal ligule slightly longer and wider than median ligule, both with dark inner compact 
glandular masses. Neuracicular ligule blunt, subconical, about as long as wide. Ventral ligule digitate, 
2 × as long as wide. Ventral cirrus not reaching tip of ventral ligule. Notochaetae: homogomph spinigers 
and falcigers from chaetiger 39, blades 3 × as long as wide, margin denticulate, distal tooth incurved. 
Neurochaetae: homogomph spinigers and heterogomph falcigers in supracicular and subacicular 
fascicles; falcigers with blades slightly more than 2 × as long as wide, with margin denticulate, distal 
tooth incurved.

Posterior region. Tapered. Pygidium with anus terminal with two anal cirri, as long as last 11 chaetigers.

Variation
Gulf of California specimens (n = 14) showed some variation in their paragnath formula which is not 
size-dependent. Pharyngeal area I: 0–3 cones (50% of specimens with 2; 25% with only one; 15% 
without cones; 10% with 3 teeth and when the third cone is present, it is minute). Area II: right side 7–23 
cones, left side 10–26 cones. Area III: oval patch with 13–30 cones in three lines, proximal line with 
larger cones (20% of specimens with 21 cones). Area IV: right side 12–30 cones, left side 12–34 cones. 
Area V: none. Area VI: right side 3–10 cones, left side 3–9 cones (25% of specimens with 5–5 cones, 
respectively). Area VII–VIII: 2–7 in a row (60% of specimens with 5 cones). Longest tentacular cirri 
reach chaetiger 2–6 (in almost 25% of specimens reaching chaetiger 4).

Remarks
The specific epithet must be modified because the original one was masculine (‛ambiguus’, ‛uncertain’), 
but the gender of Nereis is feminine. Therefore, the epithet must be used in the feminine form (ambigua).

There are some problems regarding the type material of N. ambigua. Treadwell (1937: 149) selected and 
described as “type”  a juvenile collected in the Revillagigedo Islands. It was 25 mm long, 1 mm wide, 
without the posterior region, and he recorded  another, smaller specimen. Surprisingly, he indicated “the 
type retained only one anal cirrus” (Treadwell 1937: 150), and this might correspond to the heteronereis 
he referred to in the last line of his description.  Treadwell (1937) described the largest specimen, 25 mm 
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long and 1 mm wide, and its pharynx was not exposed, preventing him to clearly count the numbers of 
paragnaths.

Hartman (1940) synonymized this species with N. riisei on the basis of parapodial ligules and 
homogomph falciger shape only, but no further comments were made. Later, Hartman (1956) studied 
one of the type specimens, but she failed to indicate which one it was or whether there was only a single 
specimen remaining in the jar, the largest one being destroyed after dissection. She dissected the pharynx 
and found a paragnath distribution different from the one originally indicated by Treadwell (1937). 
Treadwell indicated that areas I and II were smooth, whereas Hartman found 3 paragnaths in I and a 
patch of larger paragnaths in II; furthermore, larger differences relate to areas VI and VII–VIII, because 
Treadwell indicated 3–4 cones in VI, 7–8 cones in VII and a circular patch with about 20 paragnaths in 
VIII, but Hartman noted 12 cones in VI and a single continuous band with about 10 alternating larger 
and smaller cones in VII–VIII. On the other hand, Hartman (1940: 222) found a different pattern in 
her Eastern Pacific specimens, with 4–5 cones in VI and a single band with 4–5 in VII–VIII. A similar 
pattern, matching Hartman’s account, was recorded by Dean (2001) for his Costa Rican specimens. 
Hartman (1956) also detailed 9 teeth on the jaws, dark aciculae and homogomph falcigers (presumably 
notopodial ones) appearing from chaetiger 26.

Because of this series of differences, which were more or less corroborated in the Gulf of California 
material, and because Treadwell (1937) indicated he had two specimens, the chances are that those two 
specimens belong to different species. An alternative is that Treadwell confused the pharyngeal areas 
in the non-everted pharynx, as he indicated, and that would explain the specific epithet. The specimens 
that Hartman (1940) and Dean (2001) studied were more similar to N. riisei than the specimen Hartman 
(1956) studied. Regretfully, subsequent collecting trips to the Revillagigedo Islands (Hartman 1939; 
Rioja 1960) did not provide topotype specimens of N. ambigua.

Consequently, the key below indicates that N. ambigua resembles N. riisei because both have 
posterior eyes completely exposed and a single row of paragnaths in areas VII–VIII, after the careful 
characterization by Dean (2001). Based on the original description, N. ambigua differs from N. riisei 
mainly by having larger eyes, tentacular cirri reaching chaetiger 9 and dorsal cirri in posterior chaetigers 
shorter than dorsal ligules. These two species further differ because in N. ambigua the ventral ligule in 
median and posterior parapodia reach the tips of the neuracicular ligules, and in fresh specimens the 
tentacular belt is pale. On the contrary, in N. riisei the ventral ligules in median and posterior parapodia 
surpass the neuracicular ligules, and fresh specimens have a blackish tentacular belt. Nevertheless, these 
differences must be taken as preliminary pending the finding of topotype specimens and confirming their 
diagnostic features.

Distribution
Originally described from the Revillagigedo Islands, the potential distribution of Nereis ambigua might 
extend along the Eastern Pacific, from the Gulf of California to the Galápagos Islands and Ecuador, in 
shallow water.

Nereis occidentalis Hartman, 1945
Fig. 17

Nereis pelagica occidentalis Hartman, 1945: 20, pl. 4 figs 1–6. 

Nereis pelagica occidentalis – Hartman 1951:46.
Nereis (Nereis) occidentalis – Pettibone 1956: 291 (new status; partim).
Nereis falsa – Day 1973: 41. — Gardiner 1975: 152, fig. 15s–u.
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Diagnosis
Nereis with posterior eyes completely exposed; tentacular belt 1.5 × as long as first chaetiger; tentacular 
cirri long, reaching chaetiger 8; jaws with 7–9 teeth; pharyngeal area II with 14–15 paragnaths in 2 rows, 
areas VII–VIII with 46 paragnaths in 3–4 transverse rows, basal row with larger paragnaths; median 
chaetigers with notopodial ligules conical, blunt; ventral ligules in median and posterior chaetigers 
markedly longer than neuracicular ligules.

Material examined
Holotype

UNITED STATES • atoke; Sheepshead Shoal, Beaufort, North Carolina; 34°42′22″ N, 76°36′11″ W;  
7 Jun. 1940; O. Hartman leg.; in colonies of Petaloproctus socialis Andrews, 1891; LACM 836.

Paratypes
UNITED STATES • 95 atokes; same collection data as for holotype; LACM 837.

Description
Body. Holotype (LACM 836) atokous, complete, 42 mm long, 2 mm wide at chaetiger 10 excluding 
parapodia, with 93 chaetigers. Body pale, dorsum with a light brown striate pattern along anterior 
chaetigers (Fig. 12A). Paratype (LACM 837) atokous complete, 40 mm long, 2 mm wide excluding 
parapodia, with 68 chaetigers.

Prostomium. Pyriform, longer than wide; eyes blackish, rounded, of similar size, in trapezoidal 
arrangement, about ⅐ prostomial width (Fig. 17A). Antennae half as long as prostomium, without gap 
between them, swollen basally, slightly shorter than palps. Palpophores 1.5 × as long as wide, palpostyles 
subcylindrical (Fig. 17A).

Tentacular belt. 1.5 × as long as first chaetiger; anterior margin not covering posterior eyes (Fig. 
17A). Tentacular cirri smooth, longest ones reaching chaetiger 8.

Pharynx. Everted. Jaws brown with 7–9 accesory teeth. Paragnath formula: I: 3 in tandem; II: 14–15 
in 3 oblique lines; III: 25 in ellipse; IV: 23–25 in a crescent-shaped group; V: 0; VI: 5–3 in diamond; 
VII–VIII: 46 cones in 3–4 transverse rows, basal row with larger paragnaths.

Pattern of parapodial ligules. Anterior chaetigers with ligules tapered, blunt; median and posterior 
chaetigers with ligules subconical, slightly blunter in median ones, progressively sharper. Ligules with 
contorted glandular tubules.

Chaetigers 1–2. With neuraciculae only (Fig. 17E); with both noto- and neuraciculae thereafter. Dorsal 
cirrus as long as ventral one, 2 × as long as dorsal ligule. Dorsal and ventral ligules subequal, digitiform, 
3 × as long as neuracicular ligule. Neuracicular ligule subconical; postchaetal lobe digitiform, shorter 
than neuracicular ligule. Supracicular neurochaetae: 10–12 homogomph spinigers and 3–4 heterogomph 
falcigers; subacicular neurochaetae: 8–9 heterogomoph spinigers, falcigers not observed.

Anterior parapodia (Fig. 17F). Dorsal cirrus longer than ventral cirrus; dorsal cirrus twice as long 
as dorsal ligule, ventral cirrus as long as ventral ligule. Dorsal and median ligules subequal; dorsal 
one subconical, blunt, 1.2 × as wide as long; median one rounded, 1.2 × as long as neuracicular ligule. 
Neuracicular ligule subconical, as long as wide, 1.2 × as long as ventral ligule; postchaetal lobe rounded, 
shorter than neuracicular ligule; ventral ligule digitiform, 1.2 × as wide as long. Notochaetae 16–20 
homogomph spinigers. Supracicular neurochaetae: 15–18 homogomph spinigers and 4–6 heterogomph 
falcigers; subracicular neurochaetae: one heterogomph spiniger and 6–9 heterogomph falcigers with 
blades short (Fig. 17F).
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Median parapodia (Fig. 17G). With dorsal cirrus more than 2 × as long as ventral one, 2 × as long as 
dorsal ligule. Dorsal and median ligules subequal, subconical; dorsal ligule 1.3 × as wide as long; median 
ligule 1.2 × as long as wide, 3 × as long as neuracicular ligule; notacicular papilla present. Neuracicular 
ligule rounded to subconical; rounded postchaetal lobe, shorter than neuracicular ligule; ventral ligule 

Fig. 17. Nereis occidentalis Hartman, 1945. A–B, I: holotype (LACM 836); C–H, J–L: paratype 
(LACM 837). A. Anterior region, dorsal view. B. Posterior region, dorsal view. C. Pharynx, dorsal view.  
D. Same, ventral view. E. Chaetiger 2, right parapodium, posterior view. F. Chaetiger 11, right 
parapodium, posterior view. G. Chaetiger 34, right parapodium, posterior view. H. Chaetiger 62, right 
parapodium, posterior view. I. Chaetiger 87, right parapodium, posterior view. J. Same, notopodial 
homogomph falciger. K. Same, neuropodial subacicular heterogomph spiniger. L. Same, neuropodial 
subacicular heterogomph falciger.
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subconical, 1.2 × as long as wide, 1.2 × as long as neuracicular ligule, 2 × as long as ventral cirrus. 
Notochaetae 6–8 homogomph spinigers. Supracicular neurochaetae: 11 homogomph spinigers and 
2–3 thick heterogomph falcigers, blades denticulate, distal tooth incurved, fused to blade; subacicular 
neurochaetae: 3–4 heterogomph spinigers, thin, short, and 9–12 thick heterogomph falcigers, denticulate 
along cutting edge, distal tooth incurved, fused to blade.

Posterior parapodia (Fig. 17H–I). With dorsal cirrus inserted medially, 1.5 × as long as dorsal ligule. 
Dorsal and median ligules subequal, subconical, tapered; dorsal ligule 1.3 × as long as wide; median 
ligule 2 × as long as wide, 3.5 × as long as neuracicular ligule; notoacicular papilla absent. Neuracicular 
ligule subconical, as long as wide; ventral ligule subconical, tapered, 1.5 × as long as wide, 2 × as 
long as neuracicular ligule, subequal to ventral cirrus. Notochaetae: 2–4 homogomph spinigers and  
1 homogomph falciger (Fig. 17J), blades with 12–14 narrow teeth, stout distal tooth, incurved, fused to 
blade. Supracicular neurochaetae: 6–8 homogomph spinigers and 1–2 heterogomph falcigers similar to 
those of median parapodia; subacicular neurochaetae: 4–6 heterogomph spinigers and 2 heterogomph 
falcigers, similar to those of median parapodia (Fig. 17K–L).

Posterior region. Tapered. Pygidium damaged, anus terminal; anal cirri as long as last 17 chaetigers 
(Fig. 17B).

Remarks
Hartman (1945) regarded this species as a subspecies of Nereis pelagica Linnaeus, 1758, but Pettibone 
(1956) thought they were different and regarded it as a distinct species, although further comments 
about this conclusion were not given. Because there is no available redescription of N. pelagica, here the 
description and illustrations in Chambers & Garwood (1992: 38–40) are followed.

Nereis occidentalis Hartman, 1945 differs from N. pelagica in the following features: N. occidentalis 
has larger paragnaths basally in pharyngeal areas VII–VIII, whereas N. pelagica has larger paragnaths 
distally; in N. occidentalis, the ventral ligules are longer than the neuracicular ligules in middle and 
posterior chaetigers, whereas in N. pelagica they are subequal; in N. occidentalis, parapodial ligules are 
subconical with pointed tips, whereas in N. pelagica they are digitiform with blunt tips; in N. occidentalis, 
the notopodial homogomph falcigers have several narrow teeth and a distal, stout tooth with a tendon, 
whereas in N. pelagica these falcigers are not denticulate.

As discussed elsewhere (Conde-Vela & Salazar-Vallejo 2015), Pettibone (1956) raised this species 
to species level and described it with specimens from Laguna Madre, Texas, Gulf of Mexico. Some 
features of those specimens resemble those of N. occidentalis, such as the length of the tentacular cirri, 
the arrangement of paragnaths on the pharynx (although she did not indicate most paragnath numbers) 
and the shape of blades of both notopodial and neuropodial falcigers. However, there are some relevant 
parapodial differences between specimens from Texas and typical N. occidentalis: in the anterior 
chatigers of N. occidentalis, median ligules are rounded and neuracicular ligules are as long as ventral 
ligules, whereas in specimens from Texas the median ligules are digitiform and neuracicular ligules are 
shorter than ventral ligules; in the middle chaetigers of N. occidentalis, medial ligules are 3 × as long as 
neuracicular ligules, whereas in specimens from Texas, median ligules are 2 × as long as neuracicular 
ligules; in the posterior chaetigers of N. occidentalis, ventral ligules are 2 × as long as neuracicular 
ligules, whereas in specimens from Texas, ventral ligules are shorter than neuracicular ligules. These 
variations might be intraspecific variations, but clarifying this will depend of a future study. Taylor 
(1984: 31.39, fig. 31.38) identified specimens from the Gulf of Mexico Florida coasts as Nereis falsa, 
and he included a plate combining figures made of North Carolinean specimens by Hartman (1945) and 
Gardiner (1975); Taylor’s specimens are similar to ones from Texas, requiring a further examination of 
them to clarify the affinities between these local populations.
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Dueñas-Ramírez (1980) reported N. occidentalis from the Colombian Caribbean and included a brief 
description and illustration; his specimens differ from N. occidentalis in having larger overlapping eyes, 
in contrast to the smaller and separated eyes and dorsal ligules with relatively narrow bases in the 
Carolinian specimens of N. occidentalis.

Distribution
North Carolina, United States.

Nereis falsa sensu Liñero-Arana & Reyes-Vázquez 1979

Nereis falsa – Liñero-Arana & Reyez-Vázquez 1979: 6, pl. 3 figs 1–13 (non de Quatrefages, 1866).

Diagnosis
Nereis with with posterior eyes completely exposed; longest tentacular cirri reaching chaetiger 8–10. 
Jaws with 7–9 denticles; paragnath formula: I: 1–3 in tandem; II: 22–34 in two rows; III: 28–35; IV: 
34–40; V: 0; VI: 4; VII–VIII: 45–53 in 2 bands. Posterior parapodia with ventral ligules longer than 
neuracicular ligules and ventral cirri.

Material examined
None.

Remarks
Because no specimens were available, we cannot clarify the status for this record. There is a discrepancy 
between the description and the illustration regarding the tentacular cirri; in the illustration they reach 
about chaetiger 5, but the description indicated that they were twice as long. Based on the available 
data and by following the key below, the Venezuelan specimens resemble N. splendida Grube, 1840, by 
having anterior notopodial ligules digitate, median and posterior chaetigers with ventral ligules longer 
than neuracicular ligules and pharyngeal areas VII–VIII with 2–3 transverse rows of paragnaths. Their 
main differences are in the prostomial shape and the pharyngeal paragnath numbers in area II. In the 
specimens reported by Liñero-Arana & Reyes-Vázquez (1979) the anterior prostomial lobe is wider 
than long, and there are about 30 paragnaths in area II, whereas in N. splendida the anterior prostomial 
lobe is 2 × as long as wide, and there are about 22 paragnaths in area II.

Distribution
Venezuela, Gulf of Cariaco, in intertidal rocky shores.

Nereis mezianei sp. nov.
urn:lsid:zoobank.org:act:9E0D6CE0-F754-4E19-9ACE-6C77485ADBF9

Figs 2, 18–20

Nereis falsa – Fauvel & Rullier 1959: 162 (non de Quatrefages, 1866).

Diagnosis
Nereis with posterior eyes partially covered by anterior margin of tentacular belt; tentacular belt 1.5 × 
as long as first chaetiger; tentacular cirri long, reaching chaetigers 7–8; pharyngeal areas VII–VIII with 
5 large paragnaths in a single row; posterior chatigers with dorsal and median ligules of similar width.

http://zoobank.org/urn:lsid:zoobank.org:act:9E0D6CE0-F754-4E19-9ACE-6C77485ADBF9
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Etymology
This species is named after Dr Tarik Meziane, curator of polychaetes at the Muséum national d’histoire 
naturelle, Paris, in recognition of his curatorial activities and especially as a means of gratitude for his 
long-standing support of our research activities.

Material examined
Holotype

SENEGAL • atokous ♀ (without posterior region); Sénégambie, 50 km W of Abene; 12°55′30″ N, 
17°33′00″ W; R/V Calypso, stn 4; depth 65–75 m; 16 May 1956; MNHN 372-4.

Paratypes
SENEGAL • 2 ♀♀ (without posterior region); same collection data as for holotype; MNHN 372-4b.

Other material
EQUATORIAL GUINEA • 1 spec. (complete, broken in two pieces, anterior end distorted by label, 
anterior fragment previously dissected, 13.5 mm long, 1.5 mm wide, 42 chaetigers; posterior fragment  
5 mm long, 1.5 mm wide, 20 chaetigers, most chaetae broken; jaws with 5 accesory denticles; paragnath 
formula: I: 0; II: 4–5; III: destroyed; IV: 4–5; V: 0; VI: 3–6; VII–VIII: single row with 5 paragnaths); 
Annobon; 01°24′04″ S, 05°36′45″ E; R/V Calypso, stn 50; depth 7–10 m; 13 Jun. 1956; MNHN 372-50.

GUINEA • 1 spec. (anterior end distorted by pressure of the label; 12 mm long, 0.7 mm wide at 
chaetiger 10 without parapodia, with 52 chaetigers, anal cirri lost; tentacular cirri slightly damaged, 
reaching chaetiger 5; antennae thick, as long as palps; eyes blackish, round, of similar size, posterior 
eyes partially covered by anterior margin of tentacular belt; used for glandular patterns in parapodial 
ligules); 140 km W of Kaloum; 09°16′ N, 14°50′ W; R/V G. Trica, stn 45; depth 45 m; 11 Mar. 1953;  
J. Forest leg.; MNHN 372-45.

GUINEA-BISSAU • 1 spec. (without posterior region, 13 mm long, 1 mm wide, 61 chaetigers; anterior 
eyes oblique, directed anterolaterally; anteroventrally dissected, paragnaths not seen); 100 Km SSW 
of Uite, Ilha de Orangozinho; 10°19′00″ N, 16°33′40″ W; R/V Calypso, stn 6; depth 73–60 m; 16 May 
1956; MNHN 372-6.

SÃO TOMÉ AND PRÍNCIPE • 1 spec. (complete juvenile, 8 mm long, 0.8 mm wide, 57 chaetigers), 
1 ♀ (anterior end distorted by label); Ilha de São Tomé; R/V Calypso, stn T28; 23 Jun. 1956; low tide; 
MNHN 372-T28 • 1 spec. (complete); S of Baía das Agulhas, “Ilha Principe” [Príncipe]; 01°37′00″ N, 
07°24′00″ E; R/V Calypso, stn 92; depth 4–8 m; 26 Jun. 1956; MNHN 372-92.

Description (holotype, except where indicated)
Body. Mature female, without posterior end (Fig. 18A). Body subcylindrical up to chaetiger 15, depressed 
thereafter to end of fragment; 23 mm long, 1.5 mm wide (without parapodia), with 63 chaetigers. Dorsum 
brownish, darker along first 10 chaetigers, progressively paler; dorsal pigmentation as a solid transverse 
bar, paler approaching parapodia. Venter homogeneously brownish, progressively paler medially and 
posteriorly. Parapodial ligules with brownish glands from chaetiger 5.

Prostomium. Slightly longer than wide; eyes blackish, of similar size, anterior eyes oval, longer than 
wide, about ⅙ of prostomial width, slightly more distant from each other than posterior eyes (Fig. 18B). 
Antennae terminal, without gap between them, tips reaching palpophore ends. Palpophores 2 × as long 
as wide; palpostyles rounded, small. 
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Tentacular belt. 1.5 × as long as first chaetiger; anterior margin partially covering posterior eyes. 
Tentacular cirri corrugate to articulate, tips broken, posterior dorsal cirri lost, remaining ones reaching 
chaetiger 2.

Pharynx. Barely exposed, showing paragnaths and tips of jaws, but not dissected to avoid further 
damage. Another specimen (MNHN 372-50) with jaws with 5 accesory denticles. Paragnath formula: I: 
0; II: 4–5; III: destroyed; IV: 4–5; V: 0; VI: 3–6; VII–VIII: single row with 5 paragnaths.

Pattern of parapodial ligules. Anterior, median and posterior chaetigers with ligules tapered, slightly 
blunter in anterior chaetigers, progressively sharper, 3–4 × as long as wide. Ventral ligules progressively 
smaller. Ligules with contorted glandular tubules (Fig. 2).

Chaetigers 1–2. With neuraciculae only; with both noto- and neuraciculae thereafter.

Anterior parapodia (Figs 2A–C, 18C). With dorsal cirrus thicker, slightly longer than dorsal ligule and 
ventral cirrus. Dorsal and median ligules subequal, dorsal ligule wider than ventral one. Neuracicular 
ligule digitiform, blunt, 2 × as long as wide, slightly longer than ventral ligule. Notochaetae 6 homogomph 
spinigers. Supracicular neurochaetae: 5 homogomph spinigers and 3 heterogomph falcigers with blades 
spinulose, 6–7 × as long as wide, distal tooth incurved, fused to blade; subacicular neurochaetae:  
5 homogomph spinigers and 4 heterogomph falcigers with blades lost (in MNHN 372-T28 with blades 
5–6 × as long as wide, spinulose, distal tooth incurved).

Fig. 18. Nereis mezianei sp. nov., holotype (MNHN 372-4). A. Dorsal view. B. Anterior region, 
dorsal view. C. Chaetiger 2, left parapodium, anterior view (ventral cirrus lost). D. Chaetiger 16, left 
parapodium, posterior view (ventral cirrus lost). E. Chaetiger 31, right parapodium, posterior view 
(notopodial homogomph and supracicular heterogomph falcigers broken). F. Chaetiger 55, right 
parapodium, posterior view (insets: homogomph falcigers tips). G. Posterior region, dorsal view.
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Median parapodia (Fig. 18D). With dorsal cirrus shorter than dorsal ligule, slightly longer than ventral 
one in MNHN 372-T28. Both dorsal and median ligules subconical, tapered, 2 × as long as wide, 
dorsal ligule slightly longer than median one, glandular areas distinct, expanded inside ligular bases. 
Neuracicular ligule subconical, as long as wide, shorter than ventral ligule; ventral ligule subconical, 
blunt, 3 × as long as wide, as long as ventral cirrus. Notochaetae 5 homogomph spinigers. Supracicular 
neurochaetae: 8 homogomph spinigers and 1 heterogomph falciger with blade spinulose, 5 × as long 
as wide, distal tooth incurved, fused to blade; subacicular neurochaetae: 4 heterogomph spinigers, and  
7 heterogomph falcigers with blades spinulose, 3 × as long as wide, distal tooth incurved, fused to blade.

Fig. 19. Nereis mezianei sp. nov., paratypes (MNHN 372-4b). A. Smallest paratype, dorsal view.  
B. Same, anterior end, dorsal view. C. Same, median segments, dorsal view. D. Same, posterior region, 
dorsal view. E. Largest paratype, anterior region, dorsal view. F. Same, anterior end, dorsal view.
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Posterior parapodia (Fig. 18E). With dorsal cirrus 1.3 × as long as dorsal ligule. Dorsal and median 
ligules subequal, subconical, tapered, 1.5–2.5 × as long as wide, 2 × as long as neuracicular ligule, 
glandular areas distinct, expanded inside ligular bases. Neuracicular ligule subconical, as long as wide, 
subequal to ventral ligules; ventral ligule digitiform, slightly longer than wide, longer than ventral 
cirrus. Notochaetae: 4 homogomph spinigers and 1 homogomph falciger. Supracicular neurochaetae:  
5 homogomph spinigers and 1 heterogomph falciger (broken); subacicular neurochaetae: 3 heterogomph 
spinigers and 5 heterogomph falcigers with blades spinulose, 2 × as long as wide, distal tooth incurved 
and fused to blade.

Subterminal parapodia (Fig. 18F). With dorsal cirrus markedly longer than notopodial ligules. Both 
dorsal and median ligules subconical, 2 × as long as wide, median ligule slightly longer than dorsal 
one. Neuracicular ligules subconical, as long as wide, tapered; ventral ligules digitiform, slightly 
longer than wide, slightly longer than neuracicular ligules, longer than ventral cirri. Notochaetae  
1 homogomph spiniger, and 2 homogomph falcigers, blades spinulose, 3–4 × as long as wide, tip blunt, 
tendon well developed. Supracicular neurochaetae 4 homogomph spinigers and 1 larger heterogomph 
falciger, blade spinulose, 3 × as long as wide, tip blunt, tendon well developed. Infracicular neurochaetae 
3 heterogomph spinigers, and 3 heterogomph falcigers, blades spinulose, 3 × as long as wide, tip blunt, 
tendon well developed.

Posterior region. Missing. In MNHN 372-T28, posterior end tapered into a blunt pygidium, anus 
terminal, anal cirri as long as last 5–6 chaetigers.

Oocytes. Yellowish, visible from about chaetiger 30; each about 150 μm in diameter (distorted, inside 
parapodium in Fig. 18E).

Fig. 20. Nereis mezianei sp. nov., mature female (MNHN 372-T28). A. Dorsal view. B. Anterior region, 
dorsal view. Parapodia stained with Shirslastain-A. C. Chaetiger 2, right parapodium, anterior view 
(dorsal cirrus bent). D. Chaetiger 35, left parapodium, posterior view. E. Chaetiger 52, right parapodium, 
posterior view.
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Variation
The paratypes are anterior fragments, regarded as  mature females due to the presence of oocytes in their 
coelom (Fig. 19), as damaged as in the holotype. Body with dorsum brownish, especially along anterior 
third of body (Fig. 19A–B, E), and parapodial ligules with brownish glandular regions from chaetigers 
3–4, often darker in posterior chaetigers. They are 12–23 mm long, 1–2 mm wide, with 61–62 chaetigers; 
all parapodial ligules with dark brown glands, many chaetae broken. The left posterior dorsal tentacular 
cirri in the largest paratype are broken, reaching chaetiger 6 (Fig. 19E). The right one is longer, but it 
was broken during manipulation, such that tentacular cirri might reach chaetiger 8. The tentacular belt 
partially covers the posterior eyes (Fig. 19B, F), and the eyes are of similar size, with the posterior eyes 
slightly closer to each other than the anterior ones. Both paratypes with oocytes from about chaetiger 
30 (Fig. 19C), although they can appear from chaetiger 18 (MNHN 372-T28), and continue throughout 
most segments, even in the smallest paratype (Fig. 19D); each oocyte about 150 μm in diameter.

Another mature female (MNHN 372-T28), defined as such by the presence of oocytes in its coelom, is 
12 mm long, 1.2 mm wide, with 72 chaetigers, and has an almost complete histolysis such that most of 
the coelomic space is filled with oocytes (Fig. 20A), first visible from chaetiger 8–9, but more abundant 
from chaetiger 18, each about 150 μm in diameter. Tentacular cirri articulate, broken. Antennae slightly 
longer than palps. the parapodia do not show any trace of epitokal transformation.

Chaetigers 1–2 with neuraciculae only (Fig. 20C). With dorsal cirri slightly longer than ventral ones, and 
dorsal and ventral ligules of similar shape and size. Neurochaetal ligule conical, blunt, as long as wide. 
Supracicular neurochaetae: 5 homogomph spinigers and 2 heterogomph falcigers, blades spinulose, 
5–6 × as long as wide, tips incurved, tendons barely visible; subacicular neurochaetae: 4 heterogomph 
spinigers and 4 smaller heterogomph falcigers, blades spinulose, 4–6 × as long as wide, tips incurved, 
tendons indistinct.

Median chaetigers (Fig. 20D) with dorsal cirri slightly longer than notopodial ligules and ventral cirri. 
Neuracicular ligules conical, tapered, wider than long. Ventral ligule slightly shorter than neurochaetal 
lobe. Notochaetae 5 homogomph spinigers. Supracicular neurochaetae: with 3 homogomph spinigers 
and one larger heterogomph falciger, blade spinulose, about 3 × as long as wide, tips incurved, tendon 
well defined; subacicular neurochaetae: with 2 heterogomph spinigers and 5 smaller heterogomph 
falcigers, blades spinulose, almost 3 × as long as wide, tips incurved, tendons well developed. Oocytes 
150 μm in diameter.

Subterminal chaetigers with dorsal cirri about 2 × as long as parapodial ligules and ventral cirri  
(Fig. 20E). Notopodial ligules acute, about 2 × as long as wide, tapered. Neurochaetal ligule conical, 
tapered, about 2 × as long as wide. Notochaetae: 1 homogomph spiniger and 1 homogomph falciger 
(broken). Supracicular neurochaetae: 2 homogomph spinigers and 1 larger heterogomph falciger (blade 
lost); subacicular neurochaetae: 3 heterogomph spinigers and 3 smaller heterogomph falcigers, blades 
spinulose, about 2 × as long as wide, tips incurved, tendons well defined. Ventral ligule digitate, shorter 
than neuracicular ligule.

Remarks
Nereis mezianei sp. nov. has been recorded as “N. falsa” de Quatrefages, 1866 from the Gulf of Guinea, 
herein regarded as resembling N. splendida instead. However, these two species differ in relevant 
pharyngeal and parapodial features, and the main difference is that N. mezianei sp. nov. has a single row 
of paragnaths in areas VII–VIII, whereas N. splendida has 2–3 rows. Furthermore, because the posterior 
eyes are partially covered by the anterior margin of the tentacular belt, N. mezianei sp. nov. groups with 
N. marginata Grube & Örsted in Grube, 1857 from the Caribbean Sea, and with N. rava Ehlers, 1868 
from the Mediterranean Sea. However, N. mezianei sp. nov. can be separated from these two other 
species because its tentacular cirri are longer.
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Nevertheless, N. mezianei sp. nov. approaches N. rava by having dorsal and median ligules in the 
posterior parapodia of similar width. Although the depth of the sampling site was not given in the 
original description of N. rava, the type locality (Gulf of Quarnero) has a maximaum depth of 128 m. 
There are at least three different morphs regarded as belonging to N. rava in the Mediterranean region, 
and it has been reported from sediments in depths of 130–1685 m (Fauvel 1914: 169). Herein, we follow 
Gravina et al. (2015) regarding the specific features of N. rava. Nereis mezianei sp. nov. and N. rava 
have corrugate or articulate tentacular cirri. They especially differ in pigmentation pattern, in the relative 
size of tentacular cirri and in some parapodial features. In N. mezianei sp. nov., anterior segments have a 
solid brownish pigmentation, their longest tentacular cirri reach chaetigers 7–8, and the ventral ligule is 
longer than the neuracicular ligule, whereas in N. rava, anterior segments have two transverse brownish 
bands, their longest tentacular cirri reach chaetigers 2–3, and the neuracicular ligule is as long as the 
ventral ligule. Another important difference relies on mature females. In N. mezianei sp. nov., there is no 
metamorphosis or parapodial modification in mature females, whereas female heteronereis are known 
for N. rava (Núñez 2004: 374–375).

Nereis mezianei sp. nov. also resembles N. caparti Fauvel, 1953 described from off Namibia, because 
they have the longest tentacular cirri reaching chaetiger 7–8, parapodial ligules tapered and pharynx 
areas VII–VIII with a single row of paragnaths. They differ, however, because in N. mezianei sp. nov. 
the posterior eyes are partially covered by the anterior margin of first segment, notopodial ligules are 
of similar length and width, and compound notofalcigers have spinulose blades, whereas in N. caparti, 
posterior eyes are fully exposed, dorsal ligules are progressively longer than median ones, and the blades 
of the notofalcigers are smooth.

Distribution
Senegal to Equatorial Guinea, Western Africa, in shallow subtidal sediments in depths up to 75 m.

Key to atokes of the Nereis splendida Grube, 1840 species group
(formerly “N. falsa” de Quatrefages, 1866 species group)

1. Prostomium with posterior eyes partially covered by anterior margin of tentacular belt; dorsum 
usually brownish; pharyngeal areas VII–VIII with a single row of paragnaths ..............................2

– Prostomium with posterior eyes completely exposed ....................................................................4

2. Longest tentacular cirri reaching chaetigers 7–8; dorsum with a solid brownish pigmentation 
along anterior chaetigers, fading in median and posterior ones .........................................................
.................................................................................................N. mezianei sp. nov. (Gulf of Guinea)

– Longest tentacular cirri reaching chaetigers 2–4 ...........................................................................3

3. Dorsum with two diffuse transverse brownish bands, anterior ones wider, better defined; dorsal 
and median ligules of similar width in posterior chaetigers ..........................................................
............................................N. rava Ehlers, 1868 sensu Gravina et al. 2005 (Mediterranean Sea)

– Dorsum with irregular transverse bands; dorsal ligules 2–3 × as wide as median ones in posterior 
chaetigers .......................................N. marginata Grube & Örsted in Grube, 1857 (Caribbean Sea)

4. Pharyngeal areas VII–VIII with 2–3 transverse rows of paragnaths ...........................................5
– Pharyngeal areas VII–VIII with a single row of large paragnaths .............................................11

5. Anterior chaetigers with notopodial ligules short, globose, usually as long as wide, round, 
slightly longer than neuracicular ligules .........................................................................................6

– Anterior chaetigers with notopodial ligules digitate, usually longer than wide .....................9



European Journal of Taxonomy 779: 1–70 (2021)

60

6. Tentacular cirri long, longest one reaching chaetiger 8; pharyngeal area II with 14–15 
paragnaths .................................................N. occidentalis Hartman, 1945 (North Carolina, USA)

– Tentacular cirri short, longest one reaching chaetiger 3–5 ..................................................7

7. Jaws with 4 teeth; pharyngeal area II with 11 paragnaths in 2 rows; ventral ligules in median 
and posterior chaetigers markedly longer than neurochaetal lobes .................................................
..............................................N. callaona Grube & Kröyer in Grube, 1857 (Southeastern Pacific)

– Jaws with 6–7 teeth .........................................................................................................................8

8. Pharyngeal area II with 28 paragnaths, area III with about 50 paragnaths ....................................
................................................................................................................N. callaona sensu Augener, 
1918 (Western Africa) (size relationships of parapodial ligules to neuracicular ligules unknown)

– Pharyngeal area II with 18–20 paragnaths, area III with 30 paragnaths; ventral ligule markedly 
longer than neuracicular ligule ..............N. lucipeta Ehlers, 1908 reinstated (Southern Africa)

9. Median and posterior chaetigers with ventral ligules as long as neuracicular ligules; pharyngeal 
area II with 16 paragnaths, area III with 36 paragnaths ......................................................................
....................................................................................N. lunulata Ehlers, 1901 stat. nov. (Patagonia)

– Median and posterior chaetigers with ventral ligules slightly to markedly longer than neur-
acicular ligules .................................................................................................................................10

10. Anterior prostomial lobe 2 × as long as wide; pharyngeal area II with about 22 paragnaths ......
...........................................................................N. splendida Grube, 1840 (Mediterranean Sea)

– Anterior prostomial lobe wider than long; pharyngeal area II with about 30 paragnaths .............
...........................................N. falsa sensu Liñero-Arana & Reyes-Vásquez 1979 (Caribbean Sea)

11. Tentacular belt pale; median and posterior parapodia with ventral ligules surpassing neuracicular 
ligules ................................................N. riisei Grube & Örsted in Grube, 1857 (Grand Caribbean)

– Tentacular belt blackish; median and posterior parapodia with ventral ligules reaching tip of 
neuracicular ligules ..................................................N. ambigua Treadwell, 1937 (Eastern Pacific)

Remarks
Nereis perivisceralis Claparède, 1868 is not included in the key because it has notopodial homogomph 
falcigers with blades with 1–2 large basal denticles, instead of a series of spines (Gravina et al. 2015: 
152, fig. 4).

On the other hand, Nereis rava Ehlers, 1868 apparently has three different body patterns in the 
Mediterranean, especially regarding the anterior end features. The original illustration by Ehlers (1868: 
pl. 21 fig. 10) was repeated by Fauvel (1923: 340, fig. 131e), and it shows the anterior margin of the 
tentacular belt as crenulated, not covering the posterior eyes, the anterior eyes are not round, but oval 
with their longest axis horizontal, and the tentacular cirri are long, reaching about chaetiger 6. Núñez 
(2004: fig. 138a) illustrated an alternative anterior end pattern: the anterior margin of the tentacular belt 
is smooth, not covering the posterior eyes, the anterior eyes are round, and the tentacular cirri are short, 
reaching about chaetiger 2–3, although they were described as reaching chaetiger 8 (Núñez 2004: 373). 
The third pattern was illustrated by Gravina et al. (2015: 158, fig. 8e): they show the anterior margin of 
the tentacular belt as smooth, partially covering the posterior eyes, the anterior eyes are round, and the 
tentacular cirri are very short, barely reaching chaetiger 2. These differences might be explained by the 
use of different fixatives, ethanol by Ehlers, formaline by the others, but in the key above we follow the 
characterization of Gravina et al. (2015) for this Mediterranean species.
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Key to male epitokes of the Nereis splendida Grube, 1840 species group
(formerly “N. falsa” de Quatrefages, 1866 species group)

1. Non-natatory region with 27 chaetigers; palpophores not expanded laterally beyond prostomial 
lateral margins, narrower than prostomium ......N. splendida Grube, 1840 (Mediterranean Sea)

– Non-natatory region with 20 chaetigers; palpophores expanded laterally beyond prostomial lateral 
margins, about as wide as ⅔ of prostomial width ............N. lucipeta Ehlers, 1908 (South Africa)

Discussion
The widespread confusion regarding what Nereis falsa de Quatrefages, 1866 is can be partially 
solved if it is regarded as belonging in Hediste Malmgren, 1867, and probably as a junior synonym of  
H. diversicolor (Müller, 1776). However, with the indication of a distinct species in the Black Sea,  
the name N. falsa would be available for it once it is accepted as a valid species. This conclusion was 
reached early, but influential scientists like McIntosh and Fauvel overlooked it. As a means to encourage 
the solution of this problem, some notes on the taxonomy of Hediste and a key to identify species of 
Hediste are also included.

The alternative delineation by Fauvel (1914, 1923) of N. falsa was widely used, and eventually it was 
further expanded to include other species as junior synonyms. However, this species-group name must 
be changed. The next available name, N. splendida Grube, 1840, is an alternative for what has been 
regarded as N. falsa de Quatrefages, 1866 from the Mediterranean and adjacent eastern Atlantic region. 
A neotype has been proposed, and atoke and epitoke species have been fully described and illustrated.

Most of the species previously regarded as junior synonyms of “N. falsa” deserve to be reinstated, and 
one, Nereis lunulata Ehlers, 1901 stat. nov., is elevated to species rank. Furthermore, the expansion of 
“N. falsa” resulted in the inclusion of other morphological patterns, including some species having a 
single row of paragnaths on pharyngeal areas VII–VIII. These species would not strictly belong to the 
group, but were included in this contribution and in the key to species, to emphasize their resemblances 
and differences.

The grouping of species under N. falsa, now Nereis splendida, is restricted to encompass a homogeneous 
set of species including N. splendida, N. callaona, N. lucipeta, N. lunulata stat. nov. and N. occidentalis. 
They share the presence of anterior parapodia with blunt ligules, becoming blunt conical to digitate in 
median and posterior parapodia, as well as having dorsal cirri or notopodia of similar proportions along 
the body or a similar paragnath pattern on the pharynx. The pharynx has conical paragnaths in both 
maxillary rings, but none in area V, and areas VII–VIII have 2–3 rows of paragnaths. The notopodial 
homogomph falcigers have blades spinulose, tips incurved, and well defined tendons.
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