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Abstract

This work presents a detailed morphoanatomical study of crustose coralline algae species from the northeastern Brazilian 

coast, in the north of Bahia state. Nine species have been recognized: Sporolithon episporum, Lithophyllum stictaeforme,

Spongites yendoi, Spongites sp., Mesophyllum erubescens, Phymatolithon masonianum, Phymatolithon calcareum,

Lithothamnion crispatum and Lithothamnion brasiliense. Phymatolithon masonianum and Phymatolithon calcareum

constitute the first record of these species for the northern coast of Brazil. An identification key, as well as descriptions, 

illustrations, comparisons with related taxa, and geographical distributions for Brazil as well as global geographic 

distributions are presented. Additionally, some ecological implications are discussed focusing the need of more studies 

about this neglected group of coralline red algae.
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Introduction

Crustose coralline algae (CCA), until recently, were grouped in the order Coralinalles (Rhodophyta), which was 
composed by three families: Corallinaceae, Hapalidiaceae, and Sporolithaceae (Harvey et al. 2005). However, 
based on molecular studies, Le Gall et al. (2010) proposed a change of status for the family Sporolithaceae, raising 
it to a new order Sporolithales, comprising a single family.

CCA are cosmopolitan, and occupy a diverse range of habitats, varying from the intertidal zone to depths of 
366 m (Littler et al. 1985, Steneck 1986, Foster 2001). Their defining characteristic is the impregnation of their cell 
walls with carbonate in the form of calcite, giving them a rigid texture, which is not observed in other groups of red 
algae (Chamberlain 1983, Bailey & Chapman 1998). Because of their wide ecological and geographical 
distributions, CCA have different growth forms (Woelkerling et al. 1993), making them taxonomically complex. 
Some CCA initially develop from fragments that stand out from other coralline algae fixed to the substrate, and 
continue their development as free-living structures, forming sedimentary deposits (Dias 2000). The forms that 
grow on the substrate are referred to as rhodoliths when composed mainly (>50%) of CCA (Foster 2001, Harvey & 
Woelkerling 2007). CCA are recognized to be important carbonate builders in the tropical zone of the Atlantic 
Ocean, forming reefs and rhodolith beds, especially in Brazil (Riul et al. 2009, Amado-Filho et al. 2012a, Amado-
Filho et al. 2012b, Pereira-Filho et al. 2012). They also provide refuge areas, habitat, and pasture for numerous 
species of fish and invertebrates, as well as influence the settlement and recruitment of marine invertebrates 
through the action of attractive chemicals associated with the surface of CCA, which are known to lead to the 
establishment of a variety of species of larvae (Farr et al. 2009).

The characteristics generally utilized for the identification of CCA in level of species are: the growth form 
(arborescent, discoid, encrusting, fruticose, foliose, layered, lumpy, warty or ribbon-like) (Woelkerling et al. 1993), 
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the way secondary cell connections occur (as pit connections or fusion cells), epithallial cells shape and number of 
layers, organization of the thallus (monomerous or dimerous), trichocytes (presence and location), the kind of 
tetrasporangial conceptacles they produce (uniporate or multiporate), the conceptacle position relating to the 
thallus surface (raised, flush, or flat), and the shape of the conceptacle (dimensions of the cavities, the presence of 
rings and columella) (Woelkerling 1988, Harvey & Woelkerling 2007, Farr et al. 2009). Therefore, reproductive 
characteristics have been critical to the specific delimitation in this group, which requires that specimens be fertile 
for identification.

Recent taxonomic studies on the Brazilian coast have helped to expand our knowledge of the diversity of CCA, 
including the description of some new species, as Lithophyllum depressum Villas-Boas, Figueiredo & Riosmena-
Rodriguez in Villas-Boas et al. (2009: 245) and Sporolithon tenue Bahia, Amado-Filho, Maneveldt et W. H. Adey 
(2013: 3) (Villas-Boas et al. 2009, Mariath et al. 2012 and Bahia et al. 2014). To date, 41 valid species have been 
recorded for the Brazilian coast (Horta 2002, Figueiredo & Steneck 2002, Tâmega & Figueiredo 2005, Amado-
Filho et al. 2007, Nunes et al. 2008, Villas-Boas et al. 2009, Amado-Filho et al. 2010, Farias et al. 2010, Bahia et 

al. 2010, Bahia et al. 2011, Henriques et al. 2011, Horta et al. 2011, Pereira-Filho et al. 2011, Amado-Filho et al.

2012a, b, Mariath et al. 2012, Bahia et al. 2013, Mariath et al. 2013). A few studies in the state of Bahia have 
investigated the taxonomy and ecology of CCA and most of them were accomplished in the southern limit of this 
region (Figueiredo & Steneck 2002, Nunes et al. 2008, Amado-Filho et al. 2012b, Mariath et al. 2012 and Bahia et 

al. 2013).
The aim of this report is to present a taxonomic study of CCA off the overlooked north coast of Bahia state, 

based on morphological and anatomical characteristics, as well as to contribute to the knowledge of the algal 
diversity of the Bahian and Brazilian coasts.

Material and Methods

Material for examination was collected in ten areas distributed along the north coast of the state of Bahia, on the 
continental platform of the cities of Salvador, Camaçari, Mata de São João, Entre Rios and Conde (Figure 1). The 
samples were collected in 2011 and 2012 from the intertidal zone during low spring tides, and from the subtidal 
zone (9–26 m depth) by SCUBA diving and Petersen dredge. The specimens were preserved in 4% formalin 
seawater.

FIGURE 1: Map of the Brazil showing the coast of Bahia sampling sites.

For optical microscopy analysis the material was decalcified with 0.6 M HNO
3
 for 24 hours, followed by 

dehydration using an ethanol series (30, 50, 70, 90 and 100%), infiltration and inclusion in methacrylate glycol 
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resin in accordance with the instructions supplied in the “Historesin embedding Kit” Leica, Reichert-Jung. Sections 
(6–12 µm thick) were cut by using a Leica microtome (Model 2040) and stained with acidified aqueous toluidine 
blue (Riosmena-Rodriguez 1993, Moura et al. 1997). For scanning electron microscopy (SEM), the dry specimens 
were fractured looking for diagnostic features and placed in stubs using carbon tapes, following the procedures 
decribed by Chamberlain (1993). The specimens were deposited in the Alexandre Leal Costa Herbarium (ALCB), 
Federal University of Bahia.

Results

Identification key:

1. Tetra/bisporangia cruciately divided, arranged in calcified compartments..........................................Sporolithon episporum
- Tetra/bisporangia zonately divided, arranged in conceptacles.............................................................................................. 2.
2. Uniporate tetra/bisporangial conceptacle .............................................................................................................................. 3.
- Multiporate tetra/bisporangial conceptacle ........................................................................................................................... 4.
3. Cells of adjacent filaments joined by secondary pit-connections ................................................  Lithophyllum stictaeforme
- Cells of adjacent filaments joined by cell fusions ................................................................................................................ 5.
4. Rounded or flattened epithallial cells...................................................................................................................................  6.
- Flared epithallial cells ........................................................................................................................................................... 7.
5. Trichocytes present ...................................................................................................................................... Spongites yendoi
- Trichocytes absent ............................................................................................................................................... Spongites sp.
6. Subepithallial initials as long as or longer than the cells immediately subtending them................. Mesophyllum erubescens
- Subepithallial initials as short as or shorter than the cells immediately subtending them ................................................... 8.
7. Tetra/bisporangial conceptacles protruding above thallus surface, with depressions around the pore ...................................

.......................................................................................................................................................... Lithothamnion crispatum
- Tetra/bisporangial conceptacles flushed or slightly elevated from the thallus surface, without depressions around the pore

........................................................................................................................................................ Lithothamnion brasiliense
8. Tetra/bisporangial conceptacles with vegetative cells inside ...................................................... Phymatolithon masonianum
- Tetra/bisporangial conceptacles without vegetative cells inside..................................................... Phymatolithon calcareum

SPOROLITHALES Le Gall & Saunders in Le Gall et al. (2010: 305)
Sporolithaceae Verheij (1993: 195)
Sporolithon episporum (Howe) Dawson (1960b: 40)
Archaeolithothamnion episporum Howe (1919: 2)

Figures: 2 A–G and 3 A–F.

Description: Non-geniculate thallus forming free-living rhodoliths or attached to the substrate, growth form 
encrusting or lumpy. Color varying from grayish to brownish-red. Thallus pseudoparenchymatous with 
monomerous construction. Epithallial cells single and flared, 5–7.5 µm long and 6–9.2 µm in diameter. 
Subepithallial initials as long as or longer than the cells immediately subtending them, 8–12.5 µm long and 7–9 µm 
in diameter. Cells from the perithallus are 8–12.3 µm long and 5–11 µm in diameter. Cells from the hypothallus are 
6–9 µm long and 11–17 µm in diameter. Cells from adjacent filaments are joined by secondary pit-connections and 
few cell fusions. Calcified compartments are 58–77.3 µm long and 32–48 µm in diameter, forming sori that 
protrude above the thallus surface, surrounded by calcified paraphyses and located seven layers below the 
epithallial cells. Calcified compartment roofs are two cells thick, including the epithallial cells; pore is 11–20 µm in 
diameter, surrounded by 9–11 rosette cells. Cruciately divided tetrasporangia, 68–77.2 µm long and 26–30 µm in 
diameter, supported by a stalk cell. Mature uniporate carposporangial conceptacles flush with the surrounding 
thallus surface, 143–192 µm long and 108–189 µm in diameter. Conceptacle wall formed by vertically elongated 
cells. Carposporangia, 68–77.2 µm long and 26–30 µm in diameter, arising from the floor of the conceptacle. Male 
specimens not observed.
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FIGURE 2 A–G: General aspects and micrographs of Sporolithon episporum (Howe) Dawson. A. General aspects of a sporophytic 

thallus. B. General aspects of a carposporophytic thallus (arrow). C. Longitudinal section showing monomerous construction 

(e—epithallial, p—perithallial, h—hypothallial). D. Epithallial cells in surface view, SEM (Scanning Electron Microscope). E.

Longitudinal section showing flared epithallial cells (black arrow), and subepithallial initials as long as or longer than the cells 

immediately subtending them (white arrow). F. Longitudinal fracture showing flared epithallial cells, SEM (arrows). G. Longitudinal 

section showing cells of adjacent filaments joined by secondary pit-connections (black arrow), and cell fusions (white arrow).
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FIGURE 3 A–F: Micrographs of Sporolithon episporum (Howe) Dawson. A. Calcified compartments in surface view, SEM. B.

Longitudinal fracture showing calcified compartments (detail). C. Longitudinal section showing cruciately divided tetrasporangia 

supported by a stalk cell (arrow). D. Uniporate carposporangial conceptacles in surface view, SEM. E. Longitudinal section of 

carposporangial conceptacles with carposporangia inside. F. Carposporangial conceptacle with detail of elongated cells that surround 

the chamber.

Material examined: BRASIL. Bahia: Salvador, Pedra do Sal, 12°57'06"S, 38°20'42"W, 05 April 2012, I.O. 

Costa et al. s.n. (ALCB 103448); Salvador, Stella Maris, 12°56'22"S, 38°19'41"W, 05 April 2012, I.O. Costa et al. 
s.n. (ALCB 103449); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 07 May 2012, I.O. Costa et al. s.n. (ALCB 
103451), 12 July 2012, CETREL s.n. (ALCB 103450); Mata de São João, Praia do Forte, 12°34'42"S, 38°00'06"W, 
07 October 1998, C. Coimbra s.n. (ALCB 103452); Mata de São João, Imbassaí, 12°30'11"S, 37°57'36"W, 28 
August 2011, I.O. Costa et al. s.n. (ALCB 103453); Conde, Sítio do Conde, 11°51'11"S, 37°33'49"W, 30 August 
2011, I.O. Costa et al. s.n. (ALCB 103454, ALCB 103455♀).
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TABLE 1: Comparison between descriptions of sporophytic specimens of Sporolithon episporum based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). 1 Yamaguishi-Tomita (1976)—Brazil, 2 Keats & Chamberlain 

(1993)—South Africa and Panama, 3 Nunes et al. (2008)—Brazil.

TABLE 2: Comparison between descriptions of carposporophytic specimens of Sporolithon based on vegetative and reproductive 

features (+ = present, - = absent; ND = not disclosed). 1 Verheij (1992)—Indonesia, 2 Woelkerling (1996)—Australia, 3 Harvey et al.

(2002)—Australia.

Characters

(measured in µm)

S. episporum 

(this study)

S. episporum ² 

(holotype)

S. episporum ¹ S. episporum ² S. episporum ³

Epithallial cell length 5–7.5 4–5 3–3.5 3.5–6 ND

Epithallial cell diameter 6–9.2 5–10 6–10 8.5–11 3–4

Perithallial cell length 8–12.3 5–20 8–15 5–21 9–15

Perithallial cell diameter 5–11 5–9 7–9 6–13 5–10

Hypothallial cell length 6–9 12–47 12–24 9–31 28–36

Hypothallial cell diameter 11–17 4–10 5–9 5–12 12–16

Calcified compartment length 58–77.3 50–70 80–100 95–112 60–90

Calcified compartment diameter 32–48 25–40 40–45 33–50 30–50

Tetrasporangia length 68–77.2 >50 ND 74–96 60–90

Pore diameter (calcified compartments) 11–20 16–30 ND 16–20 9–15

Number of cells around the pore 9–11 12–16 ND 8–12 12–14

Characters

(measured in µm)

S.episporum 

(this study)
S. episoredion ¹ S. durum ² S. durum ³

Epithallial cell length 4.5–6.2 ND 7–10 3–4

Epithallial cell diameter 5–11 ND 2–5 5–10

Perithallial cell length 10–21.6 ND ND ND

Perithallial cell diameter 6.5–8.3 ND ND ND

Hypothallial cell length 11–20.5 ND 6–23 5–27

Hypothallial cell diameter 5–8 ND 5–12 3–13

Carposporangial conceptacle length 143–192 950–1300 70–370 125–180

Carposporangial conceptacle diameter 108–189 500–900 80–445 200–220

Carposporangia length 68–77.2 200–375 105–119 ND
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Comments: Plants found growing at the midlittoral zone in the front region of the reef and rhodolith presence 
in the subtidal zone to 23 m in depth. Epiphyted by Aglaothamnion herveyi (M.A.Howe) N.E. Aponte, 
D.L.Ballantine, & J.N.Norris (1994: 232–237), Centroceras clavulatum (C.Agardh) Montagne (1846: 140), 
Dictyota mertensii (Martius) Kützing (1859: 15), Enantiocladia duperreyi (C.Agardh) Falkenb. in Schmitz (1889: 
447), Gelidium coarctatum Kützing (1868: 21), Gracilaria domingensis (Kützing) Sonder ex Dickie (1874: 149), 
Gracilaria sp., Herposiphonia secunda (C.Agardh) Ambronn (1880: 197), Hydropuntia secunda Gurgel & 
Fredericq (2004: 156), Hypnea musciformis (Wulfen) J.V.Lamouroux (1813: 43), Hypnea nigrescens Greville ex J. 
Agardh (1851: 443–444), Jania adhaerens J.V. Lamouroux (1816: 270), Padina gymnospora (Kütz.) Sond. (1871: 
47), Pterosiphonia pennata (C.Agardh) Sauvageau (1897: 287), Spatoglossum schroederi (C.Agardh) Kützing 
(1859: 21) and Vidalia obtusiloba (Mertens ex C.Agardh) J.Agardh (1863: 1123).

Distribution on the Brazilian coast: Bahia (Nunes et al. 2008, Bahia et al. 2010, Amado Filho et al. 2012b), 
Ceará (Yamaguishi-Tomita 1976), Paraíba (Riul et al. 2009), Arquipélago de Fernando de Noronha (Burgos 2011, 
Amado Filho et al. 2012a).

Global distribution: Caribbean Islands, Indonesia, New Zealand, Pacific Islands, Panama, South Africa, 
Tanzania, Venezuela (Guiry & Guiry 2014).

CORALLINALES Silva & Johansen (1986: 250)
Corallinaceae J. V. Lamouroux (1812: 185)
Lithophylloideae Setchell (1943: 134)
Lithophyllum stictaeforme (Areschoug in J. Agardh) Hauck (1877: 292)
Melobesia stictaeformis Areschoug in J. Agardh (1852: 517)
Synonyms: Lithophyllum expansum f. stictaeforme (Areschoug in J. Agardh) Foslie (1900a: 18), Melobesia frondosa Dufour 

(1861: 39), Lithophyllum frondosum (Dufour) Furnari, Cormaci et Alongi (1996: 121), Lithophyllum expansum Phillippi 
(1837: 389), Lithophyllum bermudense Foslie & M.A.Howe (1906: 132).

Figure: 4 A–H.

Description: Non-geniculate thallus forming free-living rhodoliths or attached to the substrate, growth form 
encrusting or lumpy. Color varying from grayish to brownish-red. Thallus pseudoparenchymatous with dimerous 
construction. Epithallial cells single and rounded or flattened, 7–8.3 µm long and 7.8–10 µm in diameter. 
Subepithallial initials as long as or longer than the cells immediately subtending them, 13–16 µm long and 8–10.5 
µm in diameter. Cells from the perithallus are 10–20 µm long and 8–15 µm in diameter. Cells from the hypothallus 
are 8.5–17 µm long and 7–17.5 µm in diameter. Trichocytes not observed. Cells of the adjacent filaments are joined 
by secondary pit-connections. Cell fusion not observed. Uniporate tetrasporangial conceptacles, 77–117 µm long 
and 185–258.3 µm in diameter, chambers are more or less elliptical. Conceptacle roofs are 5–6 cells thick, 
including the epithallial cells, pore without an apical plug. Central columella present. Conceptacle chamber floor 
positioned at 12-14 cell layers below the surface of the thallus. Zonately divided tetrasporangia, 58–89 µm long 
and 19–30 µm in diameter. Gametangial thallus not observed.

Material examined: BRASIL. Bahia: Salvador, Itapuã, 12°57'22"S, 38°21'31"W, 29 September 2011, I.O. 

Costa et al. s.n. (ALCB 103460); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 12 July 2012, CETREL s.n. 

(ALCB 103444), Itacimirim, 12°36'53"S, 38°02'31"W, 29 October 2010, N.A. Andrade et al. s.n. (ALCB 100348); 
Entre Rios, Subaúma, 12°14'10"S, 37°46'05"W, 29 August 2011, I.O. Costa et al. s.n. (ALCB 103445).

Comments: Plants found growing at the midlittoral zone in the front region of the reef and at the subtidal zone 
between 9 and 25 m depth. Epiphyted by Anadyomene stellata (Wulfen in Jacq.) C. Agardh (1823: 400), 
Bryothamnion triquetrum (S.G.Gmelin) M.A.Howe (1915: 222), Caulerpa mexicana Sond. ex Kütz. (1849: 496), 
Caulerpa prolifera (Forssk.) J.V.Lamour. (1809: 332), Corynomorpha clavata (Harvey) J. Agardh (1872: 4), 
Corallina officinalis Linnaeus (1758: 805), Dictyopteris delicatula J.V.Lamour. (1809: 332), Gelidiella acerosa 

(Forsskal) Feldmann & G. Hamel (1934: 533), Gelidium coarctatum, Gracilaria domingensis, Gracilaria sp., 
Grateloupia filicina (J.V.Lamouroux) C.Agardh (1822: 223), Jania cubensis Mont. ex Kütz. (1849: 709-710), 
Jania subulata (Ellis & Solander) Sond. (1846: 186), Sargassum sp. and Ulva fasciata Delile (1813: 297).

Distribution on the Brazilian coast: Bahia (Nunes et al. 2008, Amado Filho et al. 2012b), Espírito Santo 
(Villas-Boas et al. 2009, Amado Filho et al. 2010), Arquipélago de Fernando de Noronha (Burgos 2011), Santa 
Catarina (Martins et al. 2012).
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FIGURE 4 A–H: General aspects and micrographs of Lithophyllum stictaeforme (Areschoug in J. Agardh) Hauck. A. General 

aspects. B. Epithallial cells in surface view, SEM. C. Longitudinal section showing dimerous construction (e—epithallial, 

p—perithallial, h—hypothallial). D. Longitudinal section showing rounded or flattened epithallial cells (black arrow), and 

subepithallial initials as long as or longer than the cells immediately subtending them (white arrow). E. Longitudinal fracture of the 

cells of adjacent filaments joined by secondary pit-connections (arrow), SEM. F. Uniporate tetrasporangial conceptacles in surface 

view, SEM. G. Longitudinal section of tetrasporangial conceptacles with central columella (c) and zonately divided tetrasporangia (t). 

H. Detail of the pore canal from the tetrasporangial conceptacle.
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Global distribution: Australia, Bermuda, Canary Islands, Chile, Colombia, Florida, France, Greece, Israel, 
Italy, Mexico, New Zealand, Pelagic Islands and Spain (Guiry & Guiry 2014).

TABLE 3: Comparison between descriptions of sporophytic specimens of Lithophyllum stictaeforme based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). 1 Furnari et al. (1996)—as L. frondosum—Mediterranean Sea, 2

Athanasiadis (1999)—as L. expansum—France, 3 Nunes et al. (2008)—Brazil, 4 Villas-Boas et al. (2009)—Brazil, 5 Harvey et al.

(2009)—Australia.

Mastophoroideae Setchell (1943: 134)
Spongites yendoi (Foslie) Chamberlain (1993: 100)
Goniolithon yendoi Foslie (1900a: 25)
Synonyms: Lithophyllum yendoi (Foslie) Foslie (1900b: 20), Pseudolithophyllum yendoi (Foslie) Adey (1970: 14),

Lithophyllum natalense Foslie (1907: 27).

Figure: 5 A–G.

Description: Non-geniculate thallus forming free-living rhodoliths or attached to the substrate, growth form 
encrusting. Color varying from grayish to brownish-red. Thallus pseudoparenchymatous with monomerous 
construction. Epithallial cells single and more or less elliptical, 5–7.6 µm long and 7.5–9 µm in diameter. 
Subepithallial initials markedly longer than subtending ones, 9.5–13.7 µm long and 6–8.8 µm in diameter. Cells 
from the perithallus are 8–12.1 µm long and 6.5–9 µm in diameter. Cells from the hypothallus are 13–17.2 µm long 
and 8–11 µm in diameter. Trichocytes arranged in horizontal rows, 18–25 µm long and 12–18.7 µm in diameter. 

Characters

(measured in µm)

L. stictaeforme 

(this study)

L. stictaeforme ² 

(Lectótipo)

L. stictaeforme ¹ L. stictaeforme ³ L. stictaeforme 4 L. stictaeforme 5 

Epithallial cell 

length
7–8.3 ND 4–8 2–3 8–12 3–6

Epithallial cell 

diameter
7.8–10 ND 10–16 5–9 5–8 4–11

Perithallial cell 

length
10–20 10–24 15–45 ND 20–22 8–35

Perithallial cell 

diameter
8–15 12–17 10–20 ND 9–13 11–20

Hypothallial cell 

length
8.5–17 8–24 12–22 ND ND ND

Hypothallial cell 

diameter
7–17.5 7–25 15–50 ND ND ND

Tetrasporangial 

conceptacle length
77–117 100–175 <120 105–180 125–135 (55) 75–110

Tetrasporangial 

conceptacle 

diameter

185–258.3 375–475 200–450 202–262 220–230 (295) (230) 260–390

Tetrasporangia 

length
50–89 ND 85–120 ND ND ND

Number of cells in 

the roof of 

tetrasporangial 

conceptacle

5–6 5–10 5–9 5–7 3–7 (3)4–6

Position of the 

floor of the 

conceptacle 

chamber (number 

of cells)

12–14 16–17 > 10 11–13 6–10 -
COSTA ET AL.138   •  Phytotaxa 190 (1)  © 2014 Magnolia Press



Cells of the adjacent filaments are linked by lateral cell fusions. Secondary pit-connection not observed. Uniporate 
tetrasporangial conceptacles, 75–116.2 µm long and 102–266 µm in diameter, chambers are more or less elliptical. 
Conceptacle roofs 3–6 cells thick, including the epithallial cells, pore without an apical plug. Central columella 
present. Conceptacle chamber floor formed by 3–5 cell layers; tetrasporangial conceptacle pore canals lined by 
cells that are orientated parallel to the thallus surface, projected into the canal. Zonately divided tetrasporangia, 
38–90 µm long and 19–45 µm in diameter. Gametangial thallus not observed.

FIGURE 5 A–G: General aspects and micrographs of Spongites yendoi (Foslie) Chamberlain. A. General aspects. B. Longitudinal 

section showing monomerous construction (e—epithallial, p—perithallial, h—hypothallial). C. Longitudinal section showing rounded 

or flattened epithallial cells, subepithallial initials as long as or longer than the cells immediately subtending them (black arrows), and 

cells of adjacent filaments joined by cell fusions (white arrows). D. Longitudinal section showing trichocytes grouped in horizontal 

row (arrow). E. Uniporate tetrasporangial conceptacles in surface view, SEM, showing pores (arrows). F. Longitudinal fracture, SEM, 

uniporate tetrasporangial conceptacles. G. Longitudinal section of the tetrasporangial conceptacle showing pore canals lined by cells 

orientated parallel to the thallus surface, projected into the pore canal (arrow), and presence of central columella (c).

Material examined: BRASIL. Bahia: Salvador, Itapuã, 12°57'22"S, 38°21'31"W, 29 September 2011, I.O. 

Costa et al. s.n. (ALCB 103456, ALCB 103457); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 12 July 2012, 
CETREL s.n. (ALCB 103458).

Comments: Plants found growing in the subtidal zone at depths between 9 and 25 m.
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Distribution on the Brazilian coast: Espírito Santo (Henriques et al. 2011), Bahia (Costa et al. in press).
Global distribution: Alaska, Australia, Indian Ocean Islands, Indonesia, Japan, Mozambique, Namibia, New 

Zealand, South Africa (Guiry & Guiry 2014) and Mexico (Fragoso & Rodriguez 2002, Mateo-Cid et al. 2007).

TABLE 4: Comparison between descriptions of sporophytic specimens of Spongites yendoi based on vegetative and reproductive 

features (+ = present, - = absent; ND = not disclosed). 1 Chamberlain (1993)—Japan, 2 Penrose (1996)—Australia, 3 Mateo-Cid et al.

(2007)—Mexico, 4 Henriques et al. (2011)—Brazil, 5 Basso & Rondoni (2006)—Mediterranean Sea.

Spongites sp.

Figure: 6 A–G.

Description: Non-geniculate thallus forming free-living rhodoliths or attached to substrate, growth form 
encrusting or lumpy. Color varying from grayish to brownish-red. Thallus pseudoparenchymatous with 
monomerous construction. Epithallial cells single and rounded or flattened, 4.1–5.35 µm long and 5–6.4 µm in 
diameter. Subepithallial initials as long as or longer than the cells immediately subtending them, 3.5–7.1 µm long 
and 3.4–5.4 µm in diameter. Cells from the perithallus are 3–4.5 µm long and 4–6 µm in diameter. Cells from the 
hypothallus are 8–12 µm long and 4–6 µm in diameter. Trichocytes not observed. Cells of the adjacent filaments 
are joined by cell fusions. Secondary pit-connections not observed. Uniporate carposporangial conceptacles, 53 µm 
long and 118.6 µm in diameter. Conceptacle roofs 3–5 cells thick, including the epithallial cells. Conceptacle 
chamber floor formed by 3–4 cell layers. Carposporangia, 14.4–25 µm long and 23–30.1 µm in diameter, enclosing 
small gonimoblast filaments that originated from an evident central fusion cell measuring 13.5 µm long and 27.5 
µm in diameter. Tetrasporangial and male thallus not observed.

Characters

(measured in µm)

S. yendoi 

(this study)

S. yendoi ¹

(lectotype)

S. yendoi ² S. yendoi ³
S. yendoi 4

Trichocytes + + + + -

Trichocyte length 18–25 15 ND 15–17.5 -

Trichocyte diameter 12–18.7 8 ND 12.5–15 -

Epithallial cell length 5–7.6 ND ND 2.5–3 2–3

Epithallial cell diameter 7.5–9 ND ND 4–6 6–8

Perithallial cell length 8–12.1 3–10 2–6 ND 4–8

Perithallial cell 

diameter
6.5–9 3–8 5–22 ND 6–10

Hypothallial cell length 13–17.2 6–12 ND ND 10–19

Hypothallial cell 

diameter
8–11 3–8 ND ND 3–7

Tetrasporangial 

conceptacle length
75–116.2 80 109–185 80–150 105–110

Tetrasporangial 

conceptacle diameter
102–266 170 164–232 180–295 280–290

Tetrasporangia length 38–90 ND ND 32.5–75 17–20

Number of cells in the 

roof of tetrasporangial 

conceptacle

3–6 ND 3–5 ND 3–8
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FIGURE 6 A–G: General aspects and micrographs of Spongites sp. A. General aspects. B. Longitudinal section showing 

monomerous construction (e—epithallial, p—perithallial, h—hypothallial). C. Longitudinal section showing rounded or flattened 

epithallial cells (black arrow), and subepithallial initials as long as or longer than the cells immediately subtending them (white arrow). 

D. Longitudinal section of the cells of adjacent filaments joined by cell fusions (arrows). E. Uniporate carposporangial conceptacles in 

surface view (arrows). F. Longitudinal section of carposporangial conceptacles showing large fusion cell (fc) and carposporangia (c). 

G. Longitudinal section of carposporangial conceptacles showing carposporangia (c). 

Material examined: BRASIL. Bahia: Salvador, Barra, 13°00'11"S, 38°32'01"W, 28 September 2011, I.O. 

Costa et al. s.n. (ALCB 103443); Mata de São João, Imbassaí, 12°30'11"S, 37°57'36"W, 28 August 2011, I.O. 

Costa et al. s.n. (ALCB 103710).
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Comments: Plants found growing in the midlittoral zone in the front region of the reef and in the subtidal zone 
at depths between 9 and 17 m. Epiphyted by Bryothamnion seaforthii (Turner) Kütz. (1843: 433), B. triquetrum, 
Centroceras clavulatum, Chondracanthus acicularis (Roth) Fredericq in Hommersand, Guiry, Fredericq & Leister 
(1993: 117), Digenea simplex (Wulfen) C. Agardh (1822: 389), Enantiocladia duperreyi and Pterosiphonia 

pennata.

TABLE 5: Comparison between descriptions of carposporophytic specimens of Spongites based on vegetative and reproductive 

features (+ = present, - = absent; ND = not disclosed). ¹ Mateo-Cid et al. (2007)—Mexico, ² Penrose (1996)—Australia.

Hapalidiaceae Gray (1864: 22)
Melobesioideae Bizzozero (1885: 109)
Mesophyllum erubescens (Foslie) M. Lemoine (1928: 252)
Lithothamnion erubescens Foslie (1900b: 9-10)
Synonyms: Lithothamnion erubescens f. madagascarense Foslie (1901: 3–4), Lithothamnion erubescens f. haingsisianum

Weber-van Bosse & Foslie in Foslie (1901: 4), Lithothamnion erubescens f. subflabellatum Foslie (1904: 31–36), 
Lithothamnion madagascarense (Foslie) Foslie (1906: 19), Mesophyllum madagascariense (Foslie) Adey (1970: 25).

Figure: 7 A–I.

Description: Non-geniculate thallus forming free-living rhodoliths or attached to the substrate, growth form lumpy 
or fruticose. Color varying from grayish to brownish-red. Thallus pseudoparenchymatous with monomerous 
construction. Epithallial cells single and rounded or flattened, 4.5–7 µm long and 6–8.6 µm in diameter. 
Subepithallial initials as long as or longer than the cells immediately subtending them, 9.4–10.8 µm long and 
5.7–7.7 µm in diameter. Cells from the perithallus are 8–12 µm long and 4–8 µm in diameter. Cells from the 
hypothallus are 11–17 µm long and 3,5–6 µm in diameter. Trichocytes dispersed at the thallus surface. Cells of the 
adjacent filaments joined by cell fusions. Secondary pit-connections not observed. Multiporate tetrasporangial 

Characters

(measured in µm)

Spongites sp. 

(this study)

S. yendoi 

(this study)

S. yendoi ¹ S. fruticulosus ² S. hyperellus ²

Trichocytes - + + - +

Epithallial cell length 4.1–5.35 5–7.6 2.5–3 4–11 ND

Epithallial cell diameter 5–6.4 7.5–9 4–6 6–18 ND

Perithallial cell length 3–4.5 8–12.1 ND 6–28 2–14

Perithallial cell diameter 4–6 6.5–9 ND 5–22 2–8

Hypothallial cell length 8–12 13–17.2 ND 10–32 ND

Hypothallial cell diameter 4–6 8–11 ND 5–17 ND

Carposporangial conceptacle length 53 - 80–150 295–320 109–128

Carposporangial conceptacle diameter 118.6 - 240–300 575–595 136–150

Carposporangia length 14.4–25 - 105–108 ND ND

Number of cells in the roof of 

carposporangial conceptacle
4–5 - ND 8–12 3–7

Fusion cell
High and 

long
- ND

Compressed 

and long
Flattened
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conceptacles, 153–243.8 µm long and 196–385 µm in diameter. Conceptacle roofs 4–6 cells thick, including the 
epithallial cells. Conceptacle chamber floor formed by more than four cell layers. The basal cells from the 
filaments which line the pore canal are longer than the other cells of the same filaments. Zonately divided tetra/
bisporangia, 104.5–124.1 µm long and 51.45–84.87 µm in diameter. Gametangial thallus not observed.

Material examined: BRASIL. Bahia: Salvador, Barra, 13°00'11"S, 38°32'01"W, 28 September 2011 P.A. 

Horta et al. s.n. (ALCB 103461); Salvador, Itapuã, 12°57'22"S, 38°21'31"W, 29 September 2011, I.O. Costa et al.
s.n. (ALCB 103462); Salvador, Stella Maris, 12°56'22"S, 38°19'41"W, 05 April 2012, I.O. Costa et al. s.n. (ALCB 
103446); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 07 May 2012, I.O. Costa et al. s.n. (ALCB 103459), 
Camaçari, Itacimirim, 12°36'53"S, 38°02'31"W, 01 February 2007, J.M.C. Nunes et al. s.n. (ALCB 103447); Mata 
de São João, Praia do Forte, 12°34'42"S, 38°00'06"W, 07 October 1998, C. Coimbra s.n. (ALCB 103678).

Comments: Plants found growing in the midlittoral zone in the protected region of the reef and in the subtidal 
zone at depths between 9 and 25 m. Epiphyted by Jania adhaerens e Palisada perforata (Bory de Saint-Vincent) 
K.W.Nam (2007: 54).

TABLE 6: Comparison between descriptions of sporophytic specimens of Mesophyllum erubescens based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). 1 Verheij (1993)—Indonesia, 2 Keats & Chamberlain 

(1994)—South Africa, 3 Nunes et al. (2008)—Brazil, 4 Horta et al. (2011)—Brazil.

Characters

(measured in µm)

M. erubescens 

(this study)

M. erubescens 4 

(holotype) 

M. erubescens ¹ M. erubescens ² M. erubescens ³ M. erubescens 4

Trichocytes +/- +/- +/- +/- +/- +/-

Epithallial cell 

length
4.5–7 2–3 5–10 2–3 5 2–4

Epithallial cell 

diameter
6.1–8.6 5–8 4–11 6–7 5–8 4–9

Perithallial cell 

length
8–12 5–23 5–10 5–10 5–10 14–21

Perithallial cell 

diameter
4–8 5–14 4–11 4–7,5 5–12 5–8

Hypothallial cell 

length
11–17 14–30 8–15 7–22 ND 11–20

Hypothallial cell 

diameter
3,5–6 5–14 ND 5–8 ND 3–6

Tetrasporangial 

conceptacle 

length

153–243.8 90–180 ND 85–125 150 84–153

Tetrasporangial 

conceptacle 

diameter

196–385 200–354 350–475 210–300 195–310 254–551

Tetrasporangia 

length
104.5–124.1 – ND 130–170 100–160 76–119

Number of cells 

in the roof of 

tetrasporangial 

conceptacle 

4–6 4–6 4–7 4–7 4–5 5–7

Basal cells of the 

conceptacle canal 

more elongated 

than other roof

+ + + + + +

Conceptacles 

buried in the 

thallus

+ - + + + +
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FIGURE 7 A–I: General aspects and micrographs of Mesophyllum erubescens (Foslie) M. Lemoine. A. General aspects, fruticose 

growth-form. B. General aspects, lumpy growth-form. C. Longitudinal section showing monomerous construction (e—epithallial, 

p—perithallial, h—hypothallial). D. Longitudinal section showing rounded or flattened epithallial cells (black arrow), and 

subepithallial initials as long as or longer than the cells immediately subtending them (white arrow). E. Longitudinal section showing 

isolated trichocytes (arrow). F. Longitudinal section of the cells of adjacent filaments joined by cell fusions (arrows). G. Multiporate 

tetrasporangial conceptacles in surface view, SEM, showing pores (arrows), detail apical plug. H. Longitudinal fracture, SEM, 

multiporate tetrasporangial conceptacles showing pore (arrow), with detail of the basal cell of conceptacle canal longer than the other 

cells of the filament. I. Longitudinal section of the bisporangial conceptacle with bisporangia (b).

Distribution on the Brazilian coast: Bahia (Figueiredo & Steneck 2002, Nunes et al. 2008, Figueiredo et al.

2007, Bahia et al. 2010), Arquipélago de Fernando de Noronha (Foslie 1900, Burgos 2011), Santa Catarina (Horta 
et al. 2011), Espírito Santo (Amado Filho et al. 2010).
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Global distribution: Australia, Canary Islands, China, Indian Ocean Islands, India, Indonesia, Japan, Kenya, 
Korea, Madagascar, New Zealand, Pacific Islands, Senegal, South Africa, and Tanzania (Guiry & Guiry 2014).

Lithothamnion crispatum Hauck (1878: 289)
Synonyms: Lithophyllum crispatum (Hauck) Hauck (1885: 270), Archaeolithothamnion crispatum (Hauck) Foslie (1898: 3), 

Lithothamnion brasiliense f. heteromorpha Foslie (1900b: 4), Lithothamnion superpositum Foslie (1900: 8), 
Lithothamnion fruticulosum f. confinis Foslie (1904: 4), Lithothamnion philippii Foslie f. crispata (Hauck) Foslie (1904: 
13), Lithothamnion indicum Foslie (1907: 7), Lithothamnion heteromorphum (Foslie) Foslie (1908: 10), Mesophyllum 
superpositum (Foslie) Adey (1970: 26).

Figure: 8 A–I.

Description: Non-geniculate thallus forming free-living rhodoliths, growth form lumpy or fruticose. Color varying 
from grayish to brownish-red. Thallus pseudoparenchymatous with monomerous construction. Epithallial cells 
single and flared, 2–5 µm long and 6–10 µm in diameter. Subepithallial initials as long as or longer than the cells 
immediately subtending them, 7–17 µm long and 4–10 µm in diameter. Cells from the perithallus are 7–20 µm long 
and 4–10 µm in diameter. Cells from the hypothallus are 16–30 µm long and 7–14 µm in diameter. Cells of the 
adjacent filaments are joined by cell fusions. Secondary pit-connections not observed. Multiporate tetrasporangial 
conceptacle roof protruding above the surrounding thallus surface, chambers 100–165 µm long and 240–320 µm in 
diameter. Conceptacle roofs 4–6 cells thick, including the epithallial cells. Pore conceptacle with 7–9 µm in 
diameter, presence of depressions around the pore which is surrounded by 5–6 rosette cells. Tetrasporangia not 
observed. Gametangial thallus not observed.

TABLE 7: Comparison between descriptions of sporophytic specimens of Lithothamnion crispatum based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). 1 Basso et al. (2011)—Adriatic Sea, [2 Keats et al. (2000)—South 

Africa, 3 Harvey et al. (2003)—Australia, 4 Farias et al. (2010)—Brazil, 5 Bahia et al. (2010)—Brazil—as L. superpositum].

Characters

(measured in µm)

L. crispatum 

(this study)

L. crispatum ¹ 

(lectotype)

L. crispatum ² L. crispatum ³ L. crispatum 4 L. crispatum 5

Epithallial cell length 2–5 3–5.5 4–11 3–5 2–5 2,5–4

Epithallial cell diameter 6–10 7–14.5 7–11 8–11 6–12 5–8

Perithallial cell length 7–20 4.5–23 4–11.5 ND 13–24 ND

Perithallial cell diameter 4–10 7–18 7–11 ND 7–13 ND

Hypothallial cell length 16–30 9–39 10–40 ND 10–30 ND

Hypothallial cell diameter 7–14 4.5–16 7–9 ND 2–10 ND

Tetrasporangial 

conceptacle length
100–165 153 105–187 125–170 150–230 110–225

Tetrasporangial 

conceptacle diameter
240–320 306 125–370 390–440 250–525 220–450

Tetrasporangia length – ND 75–110 90–165 85–115 100–145

Number of cells in the roof 

of tetrasporangial 

conceptacle

4–6 ND ND 4–5 ND 3–5

Number of cells in a rosette 

around the pore of the 

tetrasporangial conceptacle

5–6 ND 5–7 ND ND 5–6

Depressions around the 

pores of tetrasporangial 

conceptacle

+ + + + + +
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FIGURE 8 A–I: General aspects and micrographs of Lithothamnion crispatum Hauck. A. General aspects, fruticose growth-form. B.

General aspects, lumpy growth-form. C. Longitudinal section showing monomerous construction (e—epithallial, p—perithallial, 

h—hypothallial). D. Epithallial cells in surface view, SEM. E. Longitudinal section showing flared epithallial cells (black arrow), and 

subepithallial initials as long as or longer than the cells immediately subtending them (white arrow). F. Longitudinal fracture of the 

cells of adjacent filaments joined by cell fusion (arrows), SEM. G. Multiporate tetrasporangial conceptacles in surface view, SEM. H.

Detail of the multiporate tetrasporangial conceptacles showing depressions around the pore (arrows), SEM. I. Longitudinal section of 

the tetrasporangial conceptacle showing depressions around the pore (arrow).
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Material examined: BRASIL. Bahia: Camaçari, Itacimirim, 12°36'53"S, 38°02'31"W, 29 October 2010, N.A. 

Andrade et al. s.n. (ALCB 100349); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 12 July 2012, CETREL s.n. 

(ALCB 103681).
Comments: Plants found growing in the subtidal zone at depths between 20 and 23 m.
Distribution on the Brazilian coast: Rio Grande do Norte (Farias et al. 2010—as L. superpositum), Fernando 

de Noronha (Amado Filho et al. 2012a), Bahia (Figueiredo & Steneck 2002, Bahia et al. 2010, Farias et al.

2010—as L. superpositum, Amado Filho et al. 2012b—as L. crispatum), Santa Catarina (Farias—2010—as L. 

superpositum).
Global distribution: Adriatic, Algeria, Australia, Corsica, Costa Rica, Croatia, France, Greece, Indian Ocean 

Islands, Indonesia, Italy, Korea, Libya, Mauritania, New Zealand, Panama, South Africa, Spain, Sudan, Turkey and 
Yemen (Guiry & Guiry 2014).

Lithothamnion brasiliense Foslie (1900b: 4) 

Figure: 9 A–H.

Description: Non-geniculate thallus forming free-living rhodoliths, growth form lumpy or fruticose. Color 
brownish-red. Thallus pseudoparenchymatous with monomerous construction. Epithallial cells single and flared, 
3–5 µm long and 5–10 µm in diameter. Subepithallial initials as long as or longer than the cells immediately 
subtending them, 6–15 µm long and 6–14 µm in diameter. Cells from the perithallus are 6–20 µm long and 6–12 
µm in diameter. Cells from the hypothallus are 9–22 µm long and 6–12 µm in diameter. Cells of the adjacent 
filaments are joined by cell fusions. Secondary pit-connections not observed. Multiporate tetrasporangial 
conceptacle roof protruding above the surrounding thallus surface, chambers 126–155 µm long and 300–500 µm in 
diameter. Conceptacle roofs 4–6 cells thick, including the epithallial cells. Pore conceptacle with 7–14 µm in 
diameter, surrounded by 5–7 rosette cells. Tetrasporangia not observed. Gametangial thallus not observed.

Material examined: BRASIL. Bahia: Salvador, Itapuã, 12°57'22"S, 38°21'31"W, 14 October 2011, J.M.C. 

Nunes et al. s.n. (ALCB 103682); Camaçari, Arembepe, 12°44'25"S, 38°08'58"W, 12 July 2012, CETREL s.n.

(ALCB 103683), Itacimirim, 12°36'53"S, 38°02'31"W, 01 February 2007, J.M.C. Nunes et al. s.n. (ALCB 103684).

TABLE 8: Comparison between descriptions of sporophytic specimens of Lithothamnion brasiliense based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). ¹ Foslie (1900)—Brazil, ² Horta (2000)—Brazil, ³ Bahia et al.

(2010)—Brazil.

Characters

(measured in µm)

L. brasiliense (this 

study)

L. brasiliense ¹ 

(holotype) 

L. brasiliense ² L. brasiliense ³

Epithallial cell length 3–5 ND 2.4–5 3–4

Epithallial cell diameter 5–10 ND 4–10 5–8

Perithallial cell length 6–20 14–24 5–38 ND

Perithallial cell diameter 6–12 8–14 4–12 ND

Hypothallial cell length 9–22 ND 5–40 ND

Hypothallial cell diameter 6–12 ND 4–18 ND

Tetrasporangial conceptacle length 126–155 ND 97–200 100–180

Tetrasporangial conceptacle diameter 300–500 450–600 330–750 300–500

Tetrasporangia length - 100 130–186 ND

Number of cells in the roof of 

tetrasporangial conceptacle
4–6 ND ND 4–6

Number of cells in a rosette around the 

pore of the tetrasporangial conceptacle
5–7 ND ND 6–8
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FIGURE 9 A–H: General aspects and micrographs of Lithothamnion brasiliense Foslie. A. General aspects, fruticose growth-form. 

B. General aspects, lumpy growth-form. C. Epithallial cells in surface view, SEM. D. Longitudinal section showing monomerous 

construction (e—epithallial, p—perithallial, h—hypothallial).E. Longitudinal section showing flared epithallial cells (black arrow), 

and subepithallial initials as long as or longer than the cells immediately subtending them (white arrow). F. Longitudinal section of the 

cells of adjacent filaments joined by cell fusions (arrows). G. Multiporate tetrasporangial conceptacles in surface view, SEM. H.

Longitudinal section of the tetrasporangial conceptacle showing the pore (arrow).
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Comments: Plants found growing in the midlittoral zone at the front region of the reef and in the subtidal zone 
at depths between 22 and 25 m. 

Distribution on the Brazilian coast: Bahia (Bahia et al. 2010), São Paulo (Foslie 1900b, Taylor 1960, Horta 
2000).

Global distribution: Restricted to Brazil (Foslie 1900b, Taylor 1960, Horta 2000, Bahia et al. 2010).

Phymatolithon masonianum Wilks & Woelkerling (1994: 195)

Figure: 10 A–F.

Description: Non-geniculate thallus forming free-living rhodoliths, growth form lumpy. Color brownish-red. 
Thallus pseudoparenchymatous with monomerous construction. Epithallial cells single and rounded or flattened, 
5–6.5 µm long and 7.2–10 µm in diameter. Subepithallial initials as short as or shorter than the cells immediately 
subtending them, 4.9–7.5 µm long and 7–10 µm in diameter. Cells from the perithallus are 7.2–18.8 µm long and 
4.2–11.5 µm in diameter. Cells from the hypothallus are 15–28.5 µm long and 8.7–13.8 µm in diameter. 
Trichocytes not observed. Cells of the adjacent filaments joined by cell fusions. Secondary pit-connections not 
observed. Multiporate tetrasporangial conceptacles flush with the thallus surface, chambers 85.8–183.1 µm long 
and 188–350.5 µm in diameter, with vegetative cells inside. Conceptacle roofs 4–6 cells thick, including the 
epithallial cells. Conceptacle chamber floor formed by 2–3 cell layers. Immature tetra/bisporangia, 101–132.4 µm 
long and 33–44.6 µm in diameter. Gametangial thallus not observed.

TABLE 9: Comparison between descriptions of sporophytic specimens of Phymatolithon masonianum based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). 1 Wilks & Woelkerling (1994)— Australia, 2 Woelkerling 

(1996)—Australia, 3 Horta (2000)—Brazil, 4 Mendoza & Cabioch (1998)—France.

Material examined: BRASIL. Bahia: Salvador, Arembepe, 12°44'25"S, 38°08'58"W, 12 July 2012, CETREL 

s.n. (ALCB 103679).

Characters

(measured in µm)

P. masonianum 

(this study)

P. masonianum ¹ 

(holotype) 

P. masonianum ² P. masonianum ³

Epithallial cell length 5–6.55 2–5 2–5 3–5

Epithallial cell diameter 7.2–10 4–13 4–13 5–10

Perithallial cell length 7.2–18.8 5–15 5–30 5–35

Perithallial cell diameter 4.2–11.5 5–10 5–15 5–12

Hypothallial cell length 15–28.5 10–30 ND 18–40

Hypothallial cell diameter 8.7–13.8 7–15 ND 7–16

Tetrasporangial conceptacle 

length
85–183.1 125–175 95–175 80–150

Tetrasporangial conceptacle 

diameter
188–350.5 250–500 220–500 170–350

Tetrasporangia length 101–132.4 75–125 70–125 ND

Number of cells in the roof of 

tetrasporangial conceptacle
5–6 5–7 5–7 5 –7

Vegetative cells within 

tetrasporangial conceptacle
+ + + +
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Comments: Plants found growing in the subtidal zone to 23 m depth.
Distribution on the Brazilian coast: Santa Catarina (Horta 2000) e Bahia (this study).
Global distribution: Australia (Wilks & Woelkerling 1994, Woelkerling 1996).

FIGURE 10 A–F: General aspects and micrographs of Phymatolithon masonianum Wilks & Woelkerling. A. General aspects. B.

Longitudinal section showing monomerous construction (p—perithallial, h—hypothallial). C. Longitudinal section showing rounded 

or flattened epithallial cells (black arrow), and subepithallial initials as short as or shorter than the cells immediately subtending them 

(white arrow). D. Longitudinal section of the cells of adjacent filaments joined by cell fusions (arrows). E. Multiporate tetrasporangial 

conceptacles in surface view (arrow). F. Longitudinal section of the tetrasporangial conceptacle with immature tetrasporangia (t) 

surrounded by vegetative cells (arrow).

Phymatolithon calcareum (Pallas) Adey et Mckibbin (1970: 100)
Millepora calcarea Pallas, Elenchus Zoophyt., P. van Cleef (1766: 265)
Synonyms: Nullipora calcarea (Pallas) Lamarck (1801: 574), Melobesia calcarea (Pallas) Harvey (1849: 110), Spongites 

calcarea (Pallas) Kützing (1849: 699), Lithothamnion calcareum (Pallas) Areschoug (1852: 523), Lithothamnion 
polymorphum (Linnaeus) Areschoug in J. Agardh (1852: 524), Lithophyllum calcareum (Pallas) Foslie (1898: 9).
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Figure: 11 A–G.

Description: Non-geniculate thallus overlaying other crustose coralline algae, growth form encrusting. Color 
varying from grayish to brownish-red. Thallus pseudoparenchymatous with monomerous construction. Epithallial 
cells single and rounded or flattened, 3.5–5.6 µm long and 4–6 µm in diameter. Subepithallial initials as short as or 
shorter than the cells immediately subtending them, 5.2–7 µm long and 4–5.75 µm in diameter. Cells from the 
perithallus are 7–9 µm long and 5–7.5 µm in diameter. Cells from the hypothallus 7–13 µm long and 5–9 µm in 
diameter. Trichocytes not observed. Cells of the adjacent filaments joined by cell fusions. Secondary pit-
connections not observed. Multiporate tetrasporangial conceptacle roof protruding above the surrounding thallus 
surface, chambers 60.7–101.5 µm long and 100.8–163.8 µm in diameter. Conceptacle roofs 4–7 cells thick, 
including the epithallial cells. Conceptacle chamber floor formed by 2–3 cell layers. Zonately divided tetra/
bisporangia, 60–64.5 µm long and 28–45.5 µm in diameter. Gametangial thallus not observed.

FIGURE 11 A–G: General aspects and micrographs of Phymatolithon calcareum (Pallas) Adey et McKibbin. A. General aspects (arrow). 

B. Longitudinal section showing monomerous construction (e—epithallial, p—perithallial, h—hypothallial). C. Longitudinal section 

showing rounded or flattened epithallial cells (black arrow), and subepithallial initials as short as or shorter than the cells immediately 

subtending them (white arrow). D. Longitudinal section of the cells of adjacent filaments joined by cell fusions (arrows). E. Longitudinal 

section of the multiporate tetrasporangial conceptacle with immature tetrasporangia (t). F. Detail of the multiporate tetrasporangial 

conceptacle with tetrasporangia (t) and pore. G. Detail of the multiporate tetrasporangial conceptacle pore with apical plug (arrow).
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Material examined: BRASIL. Bahia: Salvador, Barra, 13°00'11"S, 38°32'01"W, 27 May 2012, I.O. Costa s.n.

(ALCB 103680).
Comments: Plants found growing in the midlittoral zone in the protected region of the reef, overlaying 

Lithophyllum stictaeforme.

Distribution on the Brazilian coast: Santa Catarina (Horta 2000), Rio de Janeiro (Taylor 1960—como 
Lithothamnion polymorphum) e Bahia (this study).

Global distribution: Australia, Chile, Canada, Colombia, Ethiopia, France, Greece, England, Ireland, Italy, 
Japan, New Zealand, Portugal, Spain, Sudan and Tunisia (Guiry & Guiry 2014).

TABLE 10: Comparison between descriptions of sporophytic specimens of Phymatolithon calcareum based on vegetative and 

reproductive features (+ = present, - = absent; ND = not disclosed). ¹ Woelkerling & Irvine (1986)—England, ² Mendoza & Cabioch 

(1998)—France, ³ Horta (2000)—Brazil, 4 Konar et al. (2006)—Alaska.

Discussion

The results show that the reef formations in the midlittoral and shallow subtidal zones of the northern state of Bahia 
contain nine species of CCA, distributed in two orders (Sporolithales and Coralinalles), three families 
(Sporolithaceae, Corallinaceae, and Hapalidiaceae), and three subfamilies (Lithophylloideae, Mastophoroideae, 
and Melobesoideae).

Among the observed taxa, we expected a major representation of the Sporolithaceae family once eight species 
of Sporolithon have been described to the Brazilian northeastern coast. This group is represented in our coast by S. 

africanum (Foslie) J. Afonso-Carillo (1984: 142), S. australasicum (Foslie) N. Yamaguishi-Tomita ex M. J. Wynne 
(1986: 2258), S. episporum, S. erythraeum (Rothpletz) Kylin (1956: 205), S. howei (Lemoine) N. Yamaguishi-
Tomita ex M. J. Wynne (1986: 2258), S. pacificum E. Y. Dawson (1960a: 38-40), S. ptychoides Heydrich (1897: 
67-69), S. tenue (Yamaguishi-Tomita 1976, Nunes et al. 2008, Riul et al. 2009, Bahia et al. 2010, Bahia et al. 2011, 
Amado Filho et al. 2012a, Amado Filho et al. 2012b, Bahia et al. (2014). Six of these have been reported by 

Characters

(measured in µm)

P. calcareum 

(this study)

P. calcareum ¹ 

(neotype)

P. calcareum ² P. calcareum ³ P. calcareum 4

Epithallial cell form Rounded Rounded Rounded Flared Rounded

Epithallial cell length 3.5–5.6 4–8 ND 2–4 4–11

Epithallial cell diameter 4–7 7–12 ND 5–11 0.83–1.66

Perithallial cell length 7–9 8–18 5–10 3–14 ND

Perithallial cell diameter 5–7.5 7–10 3–5 3–10 ND

Hypothallial cell length 7–13 ND 10–15 5–15 2.5–13

Hypothallial cell diameter 5–9 ND 4–5 3–10 2–12.5

Tetrasporangial conceptacle length 60.7–101.5 ND 70–120 100–130 80–170

Tetrasporangial conceptacle 

diameter
100.8–163.8 96–190 120–250 250–450 80–200

Tetrasporangia length 60–64.5 125 50 – 80–140

Number of cells in the roof of 

tetrasporangial conceptacle
4–6 ND ND ND ND

Vegetative cells within 

tetrasporangial conceptacle
– – – – –
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Tomita-Yamaguishi (1976), and her identifications and descriptions were based on the size of the tetrasporangial 
chambers, pore density, number of hypothallial layers, and texture of the thallus. According to modern concepts of 
coralline algal taxonomy, these characters are not sufficient for a precise identification of CCA (Verheij 1993). 
However, we hypothesize that this diversity are related with the specie concept and methodological limitation 
observed in the 70’s. A series of vegetative and reproductive characteristics are required in addition to those used 
by the author, such as: epithallial cell shape, subepithallial initials size, type of connection between adjacent 
filaments, and the location of tetrasporangial sori. Among the cited species, S. episporum is the more frequent 
found in the Atlantic tropical coast, and has been also recorded in the Indian, and Pacific Oceans. In Brazil, it is 
only recently found off the northeast coast of the country.

The specimens in this study were identified as S. episporum by satisfying the criteria set by Keats & 
Chamberlain (1993) and Nunes et al. (2008) (Table 1). There have been few descriptions of the structure and 
development of the carposporangial conceptacles in Sporolithon, being restricted to S. durum (Foslie) Townsend & 
Woelkerling (1995: 86-91) (Townsend et al. 1995, Woelkerling 1996, Harvey et al. 2002) and S. episoredion 

(Adey, Townsend & Boykins) Verheij (1992: 501). S. episoredion has carposporangial conceptacles much larger 
than those found in the present study (Verheij 1992, Table 2). Both specimens identified as S. episporum and 
specimens of S. durum have similar vegetative structure and the size of the carposporangial conceptacles. These 
two species are considered to be very closely related, and have been separated mainly by the relative proportions of 
their secondary pit-connections and cell fusions. S. durum exhibits adjacent filaments that are mainly connected by 
cell fusions, and the presence of secondary pit-connections between the filaments is rare (Woelkerling 1996). In S. 

episporum, the opposite is the case. However, the use of this feature has been contested by some authors 
(Townsend et al. 1995, Harvey et al. 2002). Harvey et al. (2002) reported that the proportion of secondary pit-
connections and cell fusion varies in specimens of S. durum found in Australia, and that this feature should not be 
used to separate the two species. Townsend et al. (1995) suggested that the diagnostic characters of S. durum and S. 

episporum overlap each other, and although in S. durum the tetrasporangia are larger in height and diameter, these 
two taxa are conspecific. The structures observed at the carposporophyte stage from S. episporum and S. durum are 
not sufficient to separate the two species (Table 2). However, as both species show remarkable features, such as the 
proportion of pit-connections and cell fusion, they should be kept as distinct taxa until a study of their populations 
is conducted that proves that this characteristic has no taxonomic significance. This study represents the first 
description of the carposporophyte stage in S. episporum.

The genus Lithophyllum has been characterized according to Woelkerling (1983), Campbell & Woelkerling 
(1990), Harvey & Woelkerling (2007), and Farr et al. (2009), by the following features: the presence of uniporate 
tetrasporangial conceptacles, zonately divided tetrasporangia, the cells from adjacent filaments joined by 
secondary pit-connections, and rounded or flattened epithallial cells. The Brazilian coast has described until now 
six species of Lithophyllum: L. congestum (Foslie) Foslie (1900a: 20), L. coralline (P. L. Crouan & H. M. Crouan) 
Heydrich (1897a: 47), L. depressum, L. johansenii Woelkerling & Campbell (1992: 61-67), L. margaritae (Hariot) 
Heydrich (1901: 530), and L. stictaeforme (Figueiredo & Steneck 2002, Tâmega & Figueiredo 2005, Nunes et al.

2008, Vilas Boas et al. 2009, Amado Filho et al. 2010, Bahia et al. 2010, Amado Filho et al. 2012b, Martins et al.

2012). The characteristics used for positioning the species within this genus include the diameter of the 
tetrasporangial conceptacle, the number of cell layers from the floor of the tetrasporangial conceptacles to the 
surface of the thallus, and number of cell layers in the roof of these conceptacles. The diagnostic features observed 
in the specimens studied agree with the descriptions and illustrations provided by Athanasiadis (1999) for 
Lithophyllum expansum sensu Lemoine, which is considered a synonym of L. stictaeforme. Nunes et al. (2008) 
cited the first occurrence of L. stictaeforme in Bahia, and features of the specimens studied by these authors are 
corroborated in the present study (Table 3). L. stictaeforme has been recorded in the Atlantic and Pacific Oceans. In 
Brazil, it is found off the northeastern, southeastern, and southern coasts.

Spongites yendoi has been recorded in the Atlantic, Indian, and Pacific Oceans. In Brazil, it has been recorded 
off the southeastern coast (Henriques et al. 2011). The specimens referred to by Henriques et al. (2011) have 
characteristics similar to the specimens of the present study (Table 4), except for the absence of trichocytes in the 
samples from Espírito Santo. The occurrence and position of trichocytes is considered important in the delimitation 
of Spongites species; however, their presence is known to vary according to environmental conditions, and they are 
commonly found on species occurring in conditions of high temperature and luminosity (Woelkerling 1985). The 
samples examined in the present study were collected at a depth of 9–25 m, whereas those described by Henriques 
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et al. (2011) were collected at a depth of 50 m. Specimens of this study described as S. yendoi presented 
characteristics that coincided with diagnostic features reported by several authors (Table 4) (Penrose & 
Woelkerling 1992, Chamberlain 1993, Penrose 1996, Mateo-Cid et al. 2007, Henriques et al. 2011). 

The specimens of Spongites sp. have characteristics that position them consistently in the genus Spongites, 
namely, a thallus with monomerous construction, epithallial cells rounded or flattened, subepithallial initials as 
short as or shorter than the cells immediately subtending them, cells of adjacent filaments joined by cell fusion, and 
carposporangial conceptacles containing an evident fusion cell. However, because of the scarcity of fertile 
material, tetrasporophytes were not found; therefore, the cited characteristics were not sufficient to determine the 
species of the exemplar. As can be seen in Table 5, Spongites sp. have vegetative characteristics that are similar to 
those in S. yendoi, S. fruticulosa Kützing (1841: 33), and S. hyperella (Foslie) Penrose (1996: 275). However, 
Spongites sp. present carposporangial conceptacles that are considerably smaller than those found in the above-
mentioned species, besides having a fusion cell with a very different form from those found in the above taxa 
(Table 5). Therefore, it is still necessary to examine other fertile samples to confirm the taxon to which the studied 
specimen belongs.

The genus Mesophyllum has been described by many authors, among them Woelkerling & Harvey (1993), 
Keats & Chamberlain (1994), Keats & Maneveldt (1997), Athanasiadis et al. (2004), and Horta et al. (2011). The 
diagnostic features of the genus include a thallus with a monomerous construction, the coaxial cells of hypothallial 
filaments, the cells of adjacent filaments joined by cell fusion, epithallial cells rounded or flattened, subepithallial 
initials as long as or longer than the cells immediately subtending them, multiporate tetrasporangial conceptacles, 
unbranched mother cells of spermatangia, occurring both in the roof and in the floor of the conceptacle, and a 
dumbbell-shaped chamber of the carposporangial conceptacle. In Brazil, only two species of Mesophyllum have 
been reported: M. erubescens and M. engelhartii (Foslie) W. H. Adey (1970: 23) (Foslie 1900b, Figueiredo & 
Steneck 2002, Figueiredo et al. 2007, Nunes et al. 2008, Amado Filho et al. 2010, Bahia et al. 2010, Burgos 2011, 
Horta et al. 2011, Amado Filho et al. 2012a, b), which differ principally by the size and shape of the cells lining the 
pore canals of the tetrasporangial conceptacles. According to Keats & Chamberlain (1994), Ringeltaube & Harvey 
(2000), and Horta et al. (2011), the following characteristics are used for their identification: tetrasporangial 
conceptacle location and size, the shape of the cells that line the pore canals of the tetrasporangial conceptacles, 
and the number of cells that form the roof of the conceptacle. The aforementioned characteristics were essential for 
identifying the specimens analyzed in this study as M. erubescens (Table 6). This species is found in the Atlantic, 
Indian, and Pacific Oceans. In Brazil, its occurrence has been recorded off the northeastern, southeastern, and 
southern coasts.

Six species of Lithothamnion are found off the Brazilian coast: L. brasiliense, L. crispatum, L. glaciale 

Kjellman (1883: 123), L. muelleri Lenormand ex Rosanoff (1866: 101), L. occidentale (Foslie) Foslie (1908: 3-4), 
and L. sejunctum Foslie (1906: 3). Keats et al. (2000), Harvey et al. (2003), Bahia et al. (2010), Farias et al. (2010), 
and Basso et al. (2011) have set the following criteria for species identification in the genus Lithothamnion: the size 
of the tetrasporangial conceptacle, the number of cell layers that constitute the roof of tetrasporangial conceptacles, 
and the presence or absence of depressions around the pores of tetrasporangial conceptacles (Table 7). The 
presence of this latter characteristic has been considered decisive in identifying specimens of Lithothamnion as L. 

crispatum. According to Harvey et al. (2003), depressions around the pore result from the disintegration of the cells 
of elevated filaments that surround the pore canal.

Lithothamnion crispatum is found in the Atlantic, Indian, and Pacific Oceans and was originally reported in the 
Adriatic Sea at a depth of 25 m (Hauck 1878). However, the species underwent various nomenclatural changes, and 
material type was only designated in 1995 by Woelkerling and Verheij. After reviewing the type, Cabioch & 
Mendoza (1998) concluded that the designated lectotype was infertile. Basso et al. (2011) carried out a complete 
description based on the discovery of empty tetrasporangial conceptacles in the lectotype, and additional material 
of the species. The character “degenerated cells in rosettes around the pores of tetrasporangial conceptacles 
forming depressions” was used by some authors to synonymize species of Lithothamnion (L. indicum and L. 

heteromorphum for L. superpositum Keats et al. 2000, Farias et al. 2010), and was also used by Basso et al. (2011) 
to establish the conspecificity of L. superpositum with L. crispatum, the latter having nomenclatural priority. In 
Brazil, its occurrence has been recorded in the northeast and south.

Lithothamnion brasiliense was originally described by Foslie (1900b) in the municipality of São Sebastião, 
São Paulo State, and records of its occurrence have been confined to Brazil. The characteristics observed in the 
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examined material correspond to those already identified by Foslie (1900b), Taylor (1960), Horta (2000), and 
Bahia et al. (2010) (Table 8). The specimens collected by Horta (2000) occurred between 12 and 22 meters and 
those collected by Bahia et al. (2010) between 5 and 15 meters. The specimens in this study were collected in the 
midlittoral zone, and between 22 and 25 m in the subtidal zone, thereby expanding the known range of depths at 
which this species occur. L. brasiliense has similar characteristics to those of L. crispatum; however, the main 
characteristic that distinguishes the two species is related to the occurrence of depressions around the pores of 
tetrasporangial conceptacles in L. crispatum, which do not occur in L. brasiliense.

The genus Phymatolithon differs from other genera of Melobesoideae for being the only member of this 
subfamily that has subepithallial initials as short as or shorter than the cells immediately subtending them (Wilks & 
Woelkerling 1994, Woelkerling 1996, Harvey et al. 2003). Two species of Phymatolithon have been found in Brazil: 
P. masonianum and P. calcareum (Taylor 1960, Horta 2000), which are distinguished from each other mainly by the 
fact that P. masonianum presents vegetative cells inside the multiporate tetrasporangial conceptacles, whereas P. 

calcareum does not (Wilks & Woelkerling 1994, Woelkerling 1996, Horta 2000). P. calcareum was characterized by 
Woelkerling & Irvine (1986) and Mendoza & Cabioch (1998) by the cells of the perithallial and hypothallial 
filaments, the tetrasporangial conceptacles, and the tetrasporangia (Table 9 and 10). P. masonianum was originally 
described off southeast Australia by Wilks & Woelkerling (1994); in Brazil, it has only been reported in the south 
(Horta 2000). The present study is the first to report this species off the northeastern coast of Brazil. P. calcareum has 
been reported in the Atlantic and Pacific Oceans, and the first report of this species in Brazil was made by Taylor 
(1960). Horta (2000) studied the species using new observation techniques (Scanning Electron Microscopy); 
however, the specimens referred to by the author differed from the specimens of the present study by having flared 
epithallial cells. The present study is the first to report this species off the northeastern coast of Brazil.

This study represents an important contribution to the knowledge of the distribution of CCA off the Brazilian 
coast, with the first reports of two taxa in the tropical province off western Atlantic Coast (Horta et al. 2001). 
Therefore, our results also reinforce that this group represents an important gap in the knowledge about the South 
Atlantic flora and complementary efforts are needed once some reproductive and morphological aspects are 
informative and complement the information about the described species. Despite the importance of molecular 
studies, this manuscript brings light to the taxonomic diversity of CCA of the Brazilian tropical coast, subsiding 
studies about physiology and ecology of the important benthic formations. Coral reefs in this region, due to 
overfishing and coastal pollution, are passing through shifts in their physiognomies, and CCA are important 
players, now (Steneck 1986) and in the future (Martins et al. 2009), for the resilience of these environments. On a 
much larger scale, there is growing evidence that CCA communities play a crucial role in CaCO

3
 cycles of 

continental shelf ecosystems (Milliman 1993), which upon change from ocean acidification may cause profound 
effects on the world’s oceans. With Brazil having some of the largest communities of CCA in the world, 
specifically rhodolith beds (Amado-Filho et. al 2012b), it is important to place urgency on the detailed research and 
taxonomy of these species. Considering the process of global warming, ocean acidification and coastal 
eutrophication predicted for the next decades, we should urgently invest in complementary studies of these 
organisms, introducing or diffusing molecular tools to improve our understanding of the diagnoses of species and 
evolutionary relationships understanding.

Acknowledgments

The authors thank PROTAX (MCT/CNPq/MEC/CAPES No. 52/2010) for granting the master’s scholarship to the 
first author; PRONEM (T.O. PNE0020/2011) for partial financing the project; CNPq (MCT/CNPq No. 10/2010 
AT-NS) for technical support; the Universal Project (MCT/CNPq No. 14/2009) for support; and PNADB/CAPES e 
CNPQ for support and granting a scholarship to the second author.

References

Adey, W.H. (1970) A revision of the Foslie crustose coralline herbarium. Kongelige Norske Videnskabers Selskabs Skrifter 1: 
1–46.

Adey, W.H. & McKibbin, D.L. (1970) Studies on the maerl species Phymatolithon calcareum (Pallas) nov. comb. and 
 Phytotaxa 190 (1)  © 2014 Magnolia Press  •   155CRUSTOSE CORALLINE ALGAE OFF NE BRAZILIAN COAST



Lithothamnium corallioides Crouan in the Ria de Vigo. Botanica Marina 13: 100–106. 
http://dx.doi.org/10.1515/botm.1970.13.2.100

Afonso-Carrillo, J. (1984) Estudios en las algas Corallinaceae (Rhodophyta) de las Islas Canarias. II. Notas taxonomicas. 
Vieraea 13: 127–144.

Agardh, C.A. (1822) Species algarum rite cognitae, cum synonymis, differentiis specificis et descriptionibus succinctis.
Volumen primum pars posterior. Lund. pp. [v–vi], 169–398. 
http://dx.doi.org/10.5962/bhl.title.45326

Agardh, C.A. (1823) Species algarum rite cognitae, cum synonymis, differentiis specificis et descriptionibus succinctis.
Volumen primum pars posterior. Lund. pp. [vii–viii], [399]–531. 
http://dx.doi.org/10.5962/bhl.title.45326

Agardh, J.G. (1851) Species genera et ordines algarum, seu descriptiones succinctae specierum, generum et ordinum, quibus 
algarum regnum constituitur. Volumen secundum: algas florideas complectens. Lund. Part 2, fasc. 1. pp. 337 [bis]–351 
[bis] 352–506. 
http://dx.doi.org/10.5962/bhl.title.1576

Agardh, J.G. (1863) Species genera et ordines algarum, seu descriptiones succinctae specierum, generum et ordinum, quibus 
algarum regnum constituitur. Volumen secundum: algas florideas complectens. Lund. Part 2, fasc. 3. pp. 787–1138, 
1158–1291. 
 http://dx.doi.org/10.5962/bhl.title.1576

Agardh, J.G. (1852) Species genera et ordines algarum, seu descriptiones succinctae specierum, generum et ordinum, quibus 
algarum regnum constituitur. Volumis secundi: Algas florideas complectens. Part 2, fasc. 2. pp. 577–700. 
http://dx.doi.org/10.5962/bhl.title.1576

Agardh, J.G. (1872). Bidrag till Florideernes systematik. Lunds Universitets Års-Skrift, Afdelningen for Mathematik och 
Naturvetenskap 8: 1–60. 
http://dx.doi.org/10.5962/bhl.title.60240

Amado-Filho, G.M., Maneveldt, G., Marins, B.V., Manso, R.C.C., Pacheco, M. R. & Guimarães, S.P.B. (2007) Structure of 
rhodolith beds from a depth gradient of 4 to 55 meters at the south of Espírito Santo State coast, Brazil. Ciencias Marinas
2: 34–65.

Amado-Filho, G.M., Maneveldt, G.W., Pereira-Filho, G.H., Manso, R.C.C., Bahia, R.G., Barros-Barreto, M.B. & Guimarães, 
S.M.P.B. (2010) Seaweed diversity associated with a Brazilian tropical rhodolith bed. Ciencias Marinas 36: 371–391. 
http://dx.doi.org/10.7773/cm.v36i4.1782

Amado Filho G.M., Pereira-Filho, G.H., Bahia, R.G., Abrantes, D.P., Veras, P.C. & Matheus, Z. (2012a) Occurrence and 
distribution of rhodolith beds on the Fernando de Noronha Archipelago of Brazil. Aquatic Botany 101: 41–45. 
http://dx.doi.org/10.1016/j.aquabot.2012.03.016

Amado-Filho, G.M., Moura, R.L., Bastos, A.C., Salgado, L.T., Sumida, P.Y., Guth, A.Z., Francini-Filho, R.B., Pereira-Filho, 
G.H., Abrantes, D.P., Brasileiro, P.S., Bahia, R.G., Leal, R.N., Kaufman, L., Kleypas, J.A., Farina, M. & Thompson, F.L. 
(2012b) Rhodolith Beds Are Major CaCO

3
 Bio-Factories in the Tropical South West Atlantic. PLoS ONE 7: e35171. 

http://dx.doi.org/10.1371/journal.pone.0035171
Ambronn, H. (1880) Über einige Fälle von Bilateralität bei den Florideen. Botanische Zeitung 38: 161–174.
Aponte, N.E., Ballantine, D.L. & Norris, J.N. (1994) Culture studies on the morphology and life history of Aglaothamnion 

herveyi (Howe) comb. nov., with notes on A. felipponei (Howe) comb. nov. (Ceramiaceae, Rhodophyta). Phycologia 33: 
231–238. 
http://dx.doi.org/10.2216/i0031-8884-33-4-231.1

Areschoug, J.E. (1852) Ordo XII. Corallinaceae. In: Agardh, J.G. (Ed.) Species, Genera, et Ordines Algarum. 2-2. C.W.K. 
Gleerup: Lund. pp. 506–576.

Athanasiadis, A. (1999) The taxonomic status of Lithophyllum stictaeforme (Rhodophyta, Corallinales) and its generic position 
in light of phylogenetic considerations. Nordic Journal of Botany 19: 735–745. 
http://dx.doi.org/10.1111/j.1756-1051.1999.tb00682.x

Athanasiadis, A., Lebednik, P.A. & Adey, W.H. (2004) The genus Mesophyllum (Melobesioideae, Corallinales, Rhodophyta) 
on the northern Pacific coast of North America. Phycologia 43: 126–165. 
http://dx.doi.org/10.2216/i0031-8884-43-2-126.1

Bahia, R.G., Abrantes, D.P., Brasileiro, P.S., Pereira-Filho, G.H. & Amado-Filho, G.M. (2010) Rhodolith bed structure along a 
depth gradient on the northern coast of Bahia State, Brazil. Brazilian Journal of Oceanography 58: 323–337. 
http://dx.doi.org/10.1590/s1679-87592010000400007

Bahia, R.G., Riosmena-Rodriguez, R., Maneveldt, G.W. & Amado-Filho, G.M. (2011) First report of Sporolithon ptychoides
(Sporolithales, Corallinophycidae, Rhodophyta) for the Atlantic Ocean. Phycological Research 59: 64–69. 
http://dx.doi.org/10.1111/j.1440-1835.2010.00599.x

Bahia, R.G., Amado-Filho, G.M., Maneveldt, G.W., Adey, W.H., Johnson, G., Marins, B.V., Longo, L.L. (2013) Sporolithon 
tenue sp. nov. (Sporolithales, Corallinophycidae, Rhodophyta): A new rhodolith-forming species from the tropical 
southwestern Atlantic. Phycological Research 62: 44–54. 
http://dx.doi.org/10.1111/pre.12033

Bailey, J.C. & Chapman, R.L. (1998) A phylogenetic study of the Corallinales (Rhodophyta) based on nuclear small-subunit 
COSTA ET AL.156   •  Phytotaxa 190 (1)  © 2014 Magnolia Press



rRNA gene sequences. Journal of Phycology 34: 692–705. 
http://dx.doi.org/10.1046/j.1529-8817.1998.340692.x

Basso, D. & Rondoni, G. (2006) A Mediterranean population of Spongites fruticulosus (Rhodophyta, Corallinales), the type 
species of Spongites, and the taxonomic statusof S. stalactitica and S. racemosa. Phycologia 45:403-416.

Basso, D., Rondoni, G. & Bressan, G. (2011) A re-description of Lithothamnion crispatum and the status of Lithothamnion 
superpositum (Rhodophyta, Corallinales). Phycologia 50: 144–155. 
http://dx.doi.org/10.2216/10-20.1

Bizzozero, G. (1885) Flora Veneto Crittogamica. Part 2. Padova [Padua]: Seminario, 255pp. 
Burgos, D.C. (2011) Composição e Estrutura das comunidades de Macroalgas do Infralitoral do Arquipélago de Fernando de 

Noronha, Pernambuco – Brasil, com ênfase nas Calcárias Incrustantes.Tese de Doutorado. Universidade Federal Rural de 
Pernambuco, Recife, 113pp.

Cabioch, J. & Mendoza, M.L. (1998) Mesophyllum alternans (Foslie) comb. nov. (Corallinales, Rhodophyta), a mediterraneo-
atlantic species, and new considerations on the Lithothamnion philippii Foslie complex. Ph ycologia 37: 208–221. 
http://dx.doi.org/10.2216/i0031-8884-37-3-208.1

Campbell, S.J. & Woelkerling, W.J. (1990) Are Titanoderma and Lithophyllum (Corallinaceae, Rhodophyta) distinct genera? 
Phycologia 29: 114–125. 
http://dx.doi.org/10.2216/i0031-8884-29-1-114.1

Chamberlain, Y.M. (1983) Studies in the Corallinaceae with special reference to Fosliella and Pneophyllum in the British Isles. 
Bulletin of the British Museum (Natural History) Botany 11: 291–463.

Chamberlain, Y.M. (1993) Observations on the crustose coralline red alga Spongites yendoi (Foslie) comb. nov. and 
Lithophyllum natalense Foslie. Phycologia 32: 100–115. 
http://dx.doi.org/10.2216/i0031-8884-32-2-100.1

Costa, I.O., Horta, P.A. & Nunes, J.M.C. Spongites yendoi (Foslie) Chamberlain (Corallinales, Rhodophyta) from the northeast 
coast of Brazil. Brazilian Journal of Botany in press.

Dawson, E.Y. (1960) New records of marine algae from Pacific Mexico and Central America. Pacific Naturalist 1: 31–52.
Dawson, E.Y. (1960) Marine red algae of Pacific Mexico. Part 3. Cryptonemiales, Corallinaceae subf. Melobesioideae. Pacific 

Naturalist 2: 3–125.
Delile, A.R. (1813) Description de l'Égypte our recueile et des observations et des recherches qui ont été faites en Égypte 

pendant l'expédition de l'armée française, publié par les orderes de Sa Majesté l'Empereur Napoléon le Grand. Histoire 
naturelle. Paris. Vol. 2 (fasc. 2 'troisème livraison'), pp. 145–320.

Dias, G.T.M. (2000) Granulados bioclásticos – algas calcárias. Brazilian Journal of Geophysics 18: 307–318.
Dickie, G. (1874) On the marine algae of Barbados. Journal of the Linnean Society of London, Botany 14: 146–152.
Dufour, L. (1861) Quadro delle Melobesie del mare di Genova. Comm. Soc. crittog. italica 1: 37–40.
Farias, J.N., Riosmena-Rodriguez, R., Bouzon, Z., Oliviera, E.C. & Horta, P.A. (2010) Lithothamnion superpositum

(Corallinales, Rhodophyta): first description for the Western Atlantic or rediscovery of a species? Phycological Research 
58: 210–216. 
http://dx.doi.org/10.1111/j.1440-1835.2010.00581.x

Farr, T., Broom, J., Hart, D., Neill, K. & Nelson, W. (2009) Common coralline algae of northern New Zealand: an identification 
guide. NIWA Information Series 70: 125 pp.

Feldmann, J. & Hamel, G. (1934) Observations sur quelques Gélidiacées. Revue Générale de Botanique 46: 528–549.
Figueiredo, M.A.O. & Steneck, R.S. (2002) Floristic and ecological studies of crustose coralline algae on Brazil`s Abrolhos 

reefs. 9th International Coral Reef Symposium, Bali. 1: 493–497.
Figueiredo, M.A.O., Menezes, K.S., Costa-Paiva, E.M., Paiva, P.C. & Ventura, C.R.R. (2007) Evaluacíon experimental de 

rodolitos como substratos vivos para La infauna em El Banco de Abrolhos, Brasil. Ciencias Marinas 33: 427–440.
Fragoso, D. & Rodríguez, D. (2002) Algas coralinas no geniculadas (Corallinales, Rodophyta) en el Pacífico tropical 

mexicano. Anales del Instituto de Biologia, Universidad Autônoma de México, Série Botanica 73: 97–136.
Foslie, M. (1898) Systematical survey of the Lithothamnia. Det Kongelige Norske Videnskabers Selskabs Skrifter 1898: 1–7.
Foslie, M. (1900a) Revised systematical survey of the Melobesieae. Kongelige Norske Vindenskabers Selskabs Skrifter 5: 1–22.
Foslie, M. (1900b) New or critical calcareous algae. Kongelige Norske Videnskabers Selskabs Skrifter 5: 1–34.
Foslie, M. (1901) New Melobesieae. Kongelige Norske Vindenskabers Selskabs Skrifter 6: 2–24.
Foslie, M. (1904) Die Lithothamnien des Adriatischen Meeres und Marokkos. Wissenschaftliche Meeresuntersuchungen 

Abteilung Helgoland, Neue Folge 7: 1–40.
Foslie, M. (1906) Algologiske notiser II. Kongelige Norske Videnskabers Selskabs Skrifter 1906(2): 1–28.
Foslie, M. & Howe, M.A. (1906). New American coralline algae. Bulletin of the New York Botanica Gardens 4: 128–136, 

Plates 80-93.
Foslie M. (1907) Algologiske Notiser III. Det Konge/ige Norske Videnskabers Selskabs Skrifter 1906: 1–34.
Foslie, M. (1908) Nye kalkalger. Kongelige Norske Videnskabers Selskabs Skrifter 12: 9.
Foster, M.S. (2001) Rhodoliths: between rocks and soft places - Minireview. Journal of Phycology 37: 659–667.
Furnari, G., Cormaci, M. & Alongi, G. (1996) Lithophyllum frondosum (Dufour) comb.nov. (Corallinaceae, Rhodophyta): the 

species to which Mediterranean 'Pseudolithophyllum expansum' should be referred. European Journal of Phycology 31: 
117–122. 
 Phytotaxa 190 (1)  © 2014 Magnolia Press  •   157CRUSTOSE CORALLINE ALGAE OFF NE BRAZILIAN COAST



http://dx.doi.org/10.1080/09670269600651281
Guiry, M.D. & Guiry, G.M. (2014) AlgaeBase. World-wide electronic publication, National University of Ireland, Galway. 

Available from: http://www.algaebase.org (accessed 10 January 2014).
Gray, J.E. (1864) Handbook of British water-Weeds or algae. London: R. Hardwicke, 123 pp. 
Gurgel, C.F.D. & Fredericq, S. (2004) Systematics of the Gracilariaceae (Gracilariales, Rhodophyta): a critical assessment 

based on rbcL sequence analysis. Journal of Phycology 40: 138–159. 
http://dx.doi.org/10.1111/j.0022-3646.2003.02-129.x

Harvey, W.H. (1849) Nereis Australis. II. Reeve, London. pp. 65–124.
Harvey, A.S., Woelkerling, W.J. & Millar, A.J.K. (2002) The Sporolithaceae (Corallinales, Rhodophyta) in south-eastern 

Australia: taxonomy and 18S rRNA phylogeny. Phycologia 41: 207–227. 
http://dx.doi.org/10.2216/i0031-8884-41-3-207.1

Harvey, A.S., Woelkerling, W.J. & Millar, A.J.K. (2003) An account of the Hapalidiaceae (Corallinales, Rhodophyta) in south-
eastern Australia. Australian Systematic Botany 16: 647–698. 
http://dx.doi.org/10.1071/sb03008

Harvey, A., Woelkerling, W., Farr, T., Neill, K. & Nelson, W. (2005) Coralline algae of central New Zealand, an identification 
guide to commom ‘crustose’ species. NIWA Information series, 145 pp.

Harvey, A. & Woelkerling, W. (2007) Aguide to non geniculate coralline red algal (Corallinales, Rhodophyta) rhodolith 
identification. Ciencias Marinas 33: 411–426.

Harvey, A.S., Woelkerling, W.J. & Millar, A.J.K. (2009) The genus Lithophyllum (Lithophylloideae, Corallinaceae, 
Rhodophyta) in south-eastern Australia, with the description of L. riosmenae, sp. nov. Australian Systematic Botany 22: 
296–317. 
http://dx.doi.org/10.1071/sb08051

Hauck, F. (1877) Beiträge zur Kenntnis der Adriatischen Algen. V. Österreichische Botanische Zeitschrift 27: 292–293. 
http://dx.doi.org/10.1007/bf01614779

Hauck, F. (1878) Beiträge zur Kenntnis der Adriatischen Algen.X. Oesterreichische Botanishe Zeitschrift 28: 288–295. 
http://dx.doi.org/10.1007/bf01614959

Hauck F. (1885) Die Meeresalgen Deutschlands und Oesterreichs. In: L. Rabenhorst (Ed.) Kryptogamen – Flora von 
Deutschland, O¨ sterreich und der Schweitz. Zweite Auflage, 270 pp.

Henriques, M.C., Villas-Boas, A., Riosmena Rodriguez, R. & Figueiredo, M.A.O. (2011) New records of rhodolith-forming 
species (Corallinales, Rhodophyta) from deep water in Espírito Santo State, Brazil. Helgoland Marine Research 66: 
219–231. 
http://dx.doi.org/10.1007/s10152-011-0264-1

Heydrich, F. (1897) Corallinaceae, insbesondere Melobesieae. Berichte der deutsche botanischen Gesellschaft 15: 34–70.
Heydrich, F. (1897) Melobesiae. Berichte der deutsche botanischen Gesellschaft 15: 403–420.
Heydrich, F. (1901) Die Lithothamnien des Museum d'Histoire Naturelle in Paris.Botanische Jahrbücher für Systematik, 

Pflanzengeschichte und Pflanzengeographie 28: 529–545.
Hommersand, M.H., Guiry, M.D., Fredericq, S. & Leister, G.L. (1993) New perspectives in the taxonomy of the Gigartinaceae 

(Gigartinales, Rhodophyta). Proceedings of the International Seaweed Symposium 14: 105–120. 
http://dx.doi.org/10.1007/978-94-011-1998-6_13

Horta, P.A. (2000) Macroalgas do infralitoral do sul e sudeste do Brasil: Taxonomia e Biogeografia. Tese de Doutorado. 
Universidade de São Paulo, São Paulo, 301 pp.

Horta, P.A, Amâncio, E., Coimbra, C.S. & Oliveira, E.C. (2001) Considerações sobre adistribuição e origem da flora de 
macroalgas brasileiras. Hoehnea 28: 243–265.

Horta, P.A.; Scherner, F., Bouzon, Z.L., Riosmena-Rodrigues, R. & Oliveira, E.C. (2011) Morphology and reproduction of 
Mesophyllum erubescens (Foslie) Me. Lemoine (Corallinales, Rhodophyta) from Southern Brazil. Revista Brasileira de 
Botância 34: 125–134. 
http://dx.doi.org/10.1590/s0100-84042011000100011

Howe, M.A. (1915) Report on a visit to Porto Rico for collecting marine algae. Journal of the New York Botanical Garden 16: 
219–225.

Howe, M.A. (1919) On some fossil and recent Lithothamnieae of the Panama Canal Zone. United States National Museum 
Bulletin 103: 1–3.

Keats, D.W. & Chamberlain, Y.M. (1993) Sporolithon ptychoides Heydrich and S. episporum (Howe) Dawson: two crustose 
coralline red algae (Corallinales, Sporolithaceae) in South Africa. South African Journal of Botany 59: 541–550.

Keats, D.W. & Chamberlain, Y.M. (1994) Two melobesioid coralline algae (Rhodophyta, Corallinales), Mesophyllum 
erubescens (Foslie) Lemoine and Mesophyllum funafutiense (Foslie) Verheij from Sodwana Bay, South Africa. South 
African Journal of Botany 60: 175–190.

Keats, D.W. & Maneveldt, G. (1997) First report of the melobesioid alga (Corallinales, Rhodophyta) Mesophyllum incisum 
(Foslie) Adey in South Africa. South African Journal of Botany 63: 201–209.

Keats, D.W., Maneveldt, G. & Chamberlain, Y.M. (2000) Lithothamnion superpositum Foslie: a common crustose red alga 
(Corallinaceae) in South Africa. Cryptogam. Algologie. 21: 381–400. 
http://dx.doi.org/10.1016/s0181-1568(00)01044-8
COSTA ET AL.158   •  Phytotaxa 190 (1)  © 2014 Magnolia Press



Kjellman, F.R. (1883) Norra Ishafvets algflora. Vega-expeditionens Vetenskapliga Iakttagelser 3: 1–431.
Konar, B., Riosmena-Rodriguez, R. & Iken, K. (2006) Rhodolith bed: a newly discovered habitat in the North Pacific Ocean. 

Botanica Marina 49: 355–359. 
http://dx.doi.org/10.1515/bot.2006.044

Kützing, F.T. (1841) Über die "Polypieres calciféres" des Lamouroux. In: Kützing, F.T.( Eds) (1841) Zu der öffentlichen 
Prüfung sämmtlicher Classen der Realschule zu Nordhausen. Nordhausen: Realschule. pp. 3–34.

Kützing, F.T. (1843) Phycologia generalis oder Anatomie, Physiologie und Systemkunde der Tange Mit 80 farbig gedruckten 
Tafeln, gezeichnet und gravirt vom Verfasser. Leipzig: F.A. Brockhaus, pp. [part 1]: [i]-xxxii, [1]–142, [part 2:] 143–458, 1, 
err.]. 
http://dx.doi.org/10.5962/bhl.title.4746

Kützing, F.T. (1849) Species algarum. Lipsiae [Leipzig]: F.A. Brockhaus. pp. [i]–vi, [1]–922. 
Kützing, F.T. (1859) Tabulae phycologicae; oder, Abbildungen der Tange. Nordhausen. Vol. IX pp. i–vii, 1–42. 

http://dx.doi.org/10.5962/bhl.title.4971
Kützing, F.T. (1868) Tabulae phycologicae; oder, Abbildungen der Tange. Nordhausen. Vol. XVIII pp. [i-iii], 1–35. 

http://dx.doi.org/10.5962/bhl.title.4971
Kylin, H. (1956) Die Gattungen der Rhodophyceen. pp. i–xv, 1–673.
Lamarck, J.B. (1801) Système des animaux sans vertèbres. Deterville, Paris. vii + 432 pp.
Lamouroux, J.V.F. (1809) Observations sur la physiologie des algues marines, et description de cinq nouveaux genres de cette 

famille. Nouveau Bulletin des Sciences, par la Société Philomathique de Paris 1: 330–333.
Lamouroux, J.V.F. (1812) Sur la classification des Polypiers coralligénes non entiérement pierreux. Nouveau Bulletin des 

Sciences par la Société Philomathique de Paris 3: 181–188.
Lamouroux, J.V.F. (1813) Essai sur les genres de la famille des thalassiophytes non articulées. Annales du Muséum d'Histoire 

Naturelle 20: 21–47, 115–139, 267–293.
Lamouroux, J.V.F. (1816) Histoire des polypiers coralligènes flexibles, vulgairement nommés zoophytes. pp. [i]–lxxxiv, chart, 

[1]–560, [560, err], pls I–XIX, uncol. by author. Caen: De l'imprimerie de F. Poisson.
Le Gall, L., Payri, C.E., Bittner, L. & Saunders, G.W. (2010) Multigene phylogenetic analyses support recognition of the 

Sporolithales ord. nov. Molecular Phylogenetics and Evolution. 54: 302–305. 
http://dx.doi.org/10.1016/j.ympev.2009.05.026

Lemoine, M. (1928) Un nouveau genre de Mélobésiées: Mesophyllum. Bulletin de la Société Botanique de France 75: 
251–254.

Linnaeus, C. (1758) Systema naturae per regna tria naturae, secundum classes, ordines, genera, species, cum characteribus, 
differentiis, synonymis, locis. Tomus I. Editio decima, reformata. Editio decima revisa. Vol. 1 pp. [i–iv], [1]–823. Holmiae 
[Stockholm]: impensis direct. Laurentii Salvii. 
http://dx.doi.org/10.5962/bhl.title.542

Littler, M.M., Littler, D.S., Blair, S.M. & Norris J.N. (1985) Deepest known plant life discovered on an uncharted seamount. 
Science 227: 57–59. 
http://dx.doi.org/10.1126/science.227.4682.57

Mariath, R., Riosmena-Rodriguez R. & Figueiredo, M. (2012) Lithothamnion steneckii sp. nov. and Pneophyllum conicum: 
new coralline red algae (Corallinales, Rhodophyta) for coral reefs of Brazil. Algae 27: 249–258. 
http://dx.doi.org/10.4490/algae.2012.27.4.249

Mariath, R., Riosmena-Rodriguez R. & Figueiredo, M. (2013) Succession of crustose coralline red algae (Rhodophyta) on 
coralgal reefs exposed to physical disturbance in the southwest Atlantic. Helgoland Marine Research 67: 687–696. 
http://dx.doi.org/10.1007/s10152-013-0354-3

Martin, S. & Gattuso, J.-P. (2009) Response of Mediterranean coralline algae to ocean acidification and elevated temperature. 
Global Change Biology 15: 2089–2100. 
http://dx.doi.org/10.1111/j.1365-2486.2009.01874.x

Martins, C.D.L., Arantes, N., Faveri, C., Batista, M.B., Oliveira, E.C., Pagliosa, P.R., Fonseca, A.L., Nunes, J.M.C., Chow, F., 
Pereira, S.B. & Horta, P.A. (2012) The impact of coastal urbanization on the structure of phytobenthic communities in 
southern Brazil. Marine Pollution Bulletin 64: 772–778. 
http://dx.doi.org/10.1016/j.marpolbul.2012.01.031

Mateo-Cid, L.E., Mendoza-Gonzáles, A.C. & Pedroche, F.F. (2007) Spongites yendoi (Foslie) Y. Chamberlain (Corallinales, 
Rhodophyta) em La costa de México y Caribe Mexicano. Polibotánica 24: 75–82.

Mendoza, M.L. & Cabioch, J. (1998) Étude comparée de la reproduction de Phymatolithon calcareum (Pallas) Adey & 
McKibbin et Lithothamnion corallioides (P. & H. Crouan) P. & H. Crouan (Corallinales, Rhodophyta), et reconsidérations 
sur la définition des genres. Canadian Journal of Botany 76: 1433–1445. 
http://dx.doi.org/10.1139/cjb-76-8-1433

Milliman, J.D. (1993) Production and accumulation of calcium carbonate in the ocean: Budget of a nonsteady state. Global 
Biogeochem Cycles 7: 927–957. 
http://dx.doi.org/10.1029/93gb02524

Montagne, [J.F.] C. (1846) Flore d'Algérie. Ordo I. Phyceae Fries. In: Durieu De Maisonneuve, M.C. (Eds.) Exploration 
scientifique de l'Algérie pendant les années 1840, 1841, 1842...Sciences physiques. Botanique. Cryptogamie. Paris: 
 Phytotaxa 190 (1)  © 2014 Magnolia Press  •   159CRUSTOSE CORALLINE ALGAE OFF NE BRAZILIAN COAST



Imprimerie Royale, publiée par ordre du Gouvernement et avec le concours d'une Commission Académique.Vol. 1, pp. 
1–197. 

Moura, C.W.N., Kraus, J.E. & Cordeiro-Marino, M. (1997) Metodologia para obtenção de cortes histológicos com historresina 
e coloração com azul de toluidina O para algas coralináceas (Rhodophyta, Corallinales). Hoehnea. 24: 17–27.

Nam, K.W. (2007) Validation of the generic name Palisada (Rhodomelaceae, Rhodophyta). Algae 22: 53–55. 
http://dx.doi.org/10.4490/algae.2007.22.2.053

Nunes, J.M.C., Guimarães, S.M.P.B., Donnangelo, A., Farias, J. (2008) Horta, P.A. Aspectos taxonômicos de três espécies de 
Coralináceas não geniculadas do litoral do estado da Bahia, Brasil. Rodriguésia 59: 75–86.

Pallas, P.S. (1766) Elenchus zoophytorum sistens generum adurnbrationes generaliores et specierum cognitarum succinctas 
descriptiones cum selectis auctorum synonymis, pp. [i]–xvi + [17]–451. 
 http://dx.doi.org/10.5962/bhl.title.6595

Penrose, D. & Woelkerling, W.J. (1992) A reappraisal of Hydrolithon and its relationship to Spongites (Corallinaceae, 
Rhodophyta). Phycologia 31: 81–88. 
http://dx.doi.org/10.2216/i0031-8884-31-1-81.1

Penrose, D. (1996) Subfamily Mastophoroideae. In: Womersley, H.B.S.W. (Ed.) The marine benthic flora of Southern 
Australia. Part IIIB, Gracilariales, Rhodymeniales, Corallinales and Bonnemaisoniales. Australian Biological Resources 
Study, Canberra. pp. 237–283.

Pereira-Filho, G.H., Amado-Filho, G.M., Guimarães, S.M.P.B., Moura, R.L., Sumida P.Y.G., Abrantes, D.P., Bahia, R.G., Guth 
A.Z., Jorge, R. & Francini-Filho, R.B. (2011) Reef Fish and Benthic assemblages of the Trindade and Martin Vaz island 
group, Southwestern Atlantic. Brazilian Journal of Oceanography 59: 201–212.

Pereira-Filho, G.H., Amado-Filho G.M, Moura R.L., Bastos A.C., Guimarães S.M.P.B., Salgado L.T., Francini-Filho R.B., 
Bahia R.G., Abrantes D.P., Guth A.Z. & Brasileiro P.S. (2012) Extensive Rhodolith beds cover the summits of 
southwestern atlantic ocean seamounts. Journal of Coastal Research 28: 261–269. 
http://dx.doi.org/10.2112/11t-00007.1

Philippi, R.A. (1837) Beweis, dass die Nulliporen Pflanzen sind. Archiv für Naturgeschichte 3: 387–393.
Ringeltaube, P. & Harvey, A. (2000) Non-geniculate coralline algae (Corallinales, Rhodophyta) on the Heron Reef, Great 

Barrier Reef (Australia). Botanica Marina 43: 431–454. 
http://dx.doi.org/10.1515/bot.2000.045

Riosmena-Rodriguez, R. (1993) Una Propuesta de tecnica histológica para el estudio de algas coralinas (Corallinales: 
Rhodophyta). Revista Investigación Científica 4: 65–73.

Riul, P., Lacouth, P., Pagliosa, P.R., Christoffersen, M.L. & Horta, P.A. (2009) Rhodolith beds at the easternmost extreme of 
South America: Community structure of an endangered environment. Aquatic Botany 90: 315–320. 
http://dx.doi.org/10.1016/j.aquabot.2008.12.002

Rosanoff, S. (1866) Recherches anatomiques sur les Mélobésiées (Hapalidium, Melobesia, Lithophyllum et Lithothamnion). 
Mémoires de la Société Impériale des Sciences Naturelles de Cherbourg 12: 5–112.

Schmitz, F. (1889) Systematische Übersicht der bisher bekannten Gattungen der Florideen. Flora oder Allgemeine botanische 
Zeitung 72: 435–456.

Setchell, W.A. (1943) Mastophora and the Mastophoreae: genus and subfamily of Corallinaceae. Proceedings of the National 
Academy of Science of the United States of America 29: 127–135. 
http://dx.doi.org/10.1073/pnas.29.5.127

Silva, P.C. & Johansen, H.W. (1986) A reappraisal of the order Corallinaceae (Rhodophyceae). British Phycological Journal
21: 245–254. 
http://dx.doi.org/10.1080/00071618600650281

Sonder, O.G. (1871) Die Algen des tropischen Australiens.Vol. 5. Abhandlungen aus dem Gebiete der Naturwissenschaften 
herausgegeben von dem Naturwissenschaftlichen Verein in Hamburg, pp. 33–74.

Steneck, R.S. (1986) The ecology of coralline algal crusts: convergent patterns and adaptative strategies. Annual Review of 
Ecology and Systematics 17: 273–303. 
http://dx.doi.org/10.1146/annurev.ecolsys.17.1.273

Tâmega, F.T.S. & Figueiredo, M.A.O. (2005) Distribuição das algas calcáreas incrustantes (Corallinales, Rhodophyta) em 
diferentes habitats na Praia do Forno, Armação dos Búzios, Rio de Janeiro. Rodriguésia 56: 123–132.

Taylor, W.R. (1960) Marine algae of the eastern tropical and subtropical coasts of the Americas. Ann Arbor: Univ. Michigan 
Press, Michigan, USA, 870pp.

Townsend, R.A., Woelkerling, W.J., Harvey, A.S., Borowitzka, M. (1995) An Account of the Red Algal genus Sporolithon
(Sporolithaceae, Corallinales) in Southern Australia. Australian Systematic Botany 8: 85–121. 
http://dx.doi.org/10.1071/sb9950085

Verheij, E. (1992) Structure and reproduction of Sporolithon episoredion (Adey, Townsend et Boykins) comb. nov. 
(Corallinales, Rhodophyta) from Spermonde Archipelago, Indonesia. Phycologia 31: 500–509. 
http://dx.doi.org/10.2216/i0031-8884-31-6-500.1

Verheij, E. (1993) Marine plants on the reefs of the Spermonde Archipelago, SW Sulawesi, Indonesia: aspects of taxonomy, 
floristics, and ecology. Rijksherbarium / Hortus Botanicus, Leiden, 320pp.

Villas-Boas, A.B., Riosmena-Rodriguez, R., Amado-Filho, G.M., Maneveldt, G.W. & Figueiredo, M.A.O. (2009) Rhodolith-
COSTA ET AL.160   •  Phytotaxa 190 (1)  © 2014 Magnolia Press



forming species of Lithophyllum (Corallinales, Rhodophyta) from Espírito Santo State, Brazil, including the description of 
L. depressum sp. nov. Phycologia 48: 237–248. 
http://dx.doi.org/10.2216/08-35.1

Wilks, K.M. & Woelkerling, W.J. (1994) An account of southern Australian species of Phymatolithon (Corallinaceae, 
Rhodophyta) with comments on Leptophytum. Australian Systematic Botany 7: 183–223. 
http://dx.doi.org/10.1071/sb9940183

Woelkerling, W.J. (1983) A taxonomic reassessment of Lithophyllum (Corallinaceae, Rhodophyta) based on studies of R. A. 
Philippi's original collections, British Phycological Journal 18: 299–327. 
http://dx.doi.org/10.1080/00071618300650301

Woelkerling, W.J. (1985) A taxonomic reassessment of Spongites (Corallinaceae, Rhodophyta) based on studies of Kützing’s 
original collections. British Phycological Journal 20: 123–153. 
http://dx.doi.org/10.1080/00071618500650151

Woelkerling, W.J. & Irvine, L.M. (1986) The typification and status of Phymatolithon (Corallinaceae, Rhodophyta). British 
Phycological Journal 21: 55–80. 
http://dx.doi.org/10.1080/00071618600650071

Woelkerling, W.J. (1988) The Coralline red algae: An analysis of the genera and subfamilies of nongeniculate corallinaceae. 
Oxford University Press, Oxford, 268 pp.

Woelkerling, W.J. & Campbell, S.J. (1992) An account of the southern Australian species of Lithophyllum (Corallinaceae, 
Rhodophyta). Bulletin of the British Museum (Natural History) Botany 22: 1–107.

Woelkerling, W.J., Irvine, L.M. & Harvey, A. (1993) Growth-forms in non-geniculate coralline red algae (Corallinales, 
Rhodophyta). Australian Systematic Botany 6: 277–293. 
http://dx.doi.org/10.1071/sb9930277

Woelkerling, W.J. & Harvey, A. (1993) An Account of Southern Australian Species of Mesophyllum (Corallinaceae, 
Rhodophyta). Australian Systematic Botany 6: 571–637. 
http://dx.doi.org/10.1071/sb9930571

Woelkerling, W.J. & Verheij, E. (1995) Type collections of non-geniculate coralline red algae (Corallinales, Rhodophyta) in the 
Rijksherbarium, Rijksuniversiteit Te Leiden (L), the Netherlands. Blumea 40: 33–90.

Woelkerling, W.J. (1996) Family Corallinaceae. In: Womersley, H.B.S. (Ed.) The marine Benthic Flora of Southern Australia. 
Part. IIIB. Gracilariales, Rhodymeniales, Corallinales and Bonnemaisoniales. Australian Biological Resources Study, 
Canberra. pp. 146–283.

Wynne, M.J. (1986) A checklist of benthic marine algae of the tropical and subtropical western Atlantic. Canadian Journal of 
Botany 64: 2239–2281. 
http://dx.doi.org/10.1139/b86-298

Yamaguishi-Tomita, N.Y. (1976) Contribuição ao conhecimento do gênero Sporolithon (Corallinaceae, Cryptonemiales) no 
Brasil. Tese de Doutorado, Universidade Estadual de Campinas, Campinas, 138 pp.
 Phytotaxa 190 (1)  © 2014 Magnolia Press  •   161CRUSTOSE CORALLINE ALGAE OFF NE BRAZILIAN COAST



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
    /Arial-Black
    /Arial-BlackItalic
    /Arial-BoldItalicMT
    /Arial-BoldMT
    /Arial-ItalicMT
    /ArialMT
    /ArialNarrow
    /ArialNarrow-Bold
    /ArialNarrow-BoldItalic
    /ArialNarrow-Italic
    /ArialUnicodeMS
    /CenturyGothic
    /CenturyGothic-Bold
    /CenturyGothic-BoldItalic
    /CenturyGothic-Italic
    /CourierNewPS-BoldItalicMT
    /CourierNewPS-BoldMT
    /CourierNewPS-ItalicMT
    /CourierNewPSMT
    /Georgia
    /Georgia-Bold
    /Georgia-BoldItalic
    /Georgia-Italic
    /Impact
    /LucidaConsole
    /Tahoma
    /Tahoma-Bold
    /TimesNewRomanMT-ExtraBold
    /TimesNewRomanPS-BoldItalicMT
    /TimesNewRomanPS-BoldMT
    /TimesNewRomanPS-ItalicMT
    /TimesNewRomanPSMT
    /Trebuchet-BoldItalic
    /TrebuchetMS
    /TrebuchetMS-Bold
    /TrebuchetMS-Italic
    /Verdana
    /Verdana-Bold
    /Verdana-BoldItalic
    /Verdana-Italic
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages true
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 2.00000
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages true
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.76
    /HSamples [2 1 1 2] /VSamples [2 1 1 2]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 15
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000410064006f006200650020005000440046002065876863900275284e8e55464e1a65876863768467e5770b548c62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef69069752865bc666e901a554652d965874ef6768467e5770b548c52175370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA (Utilizzare queste impostazioni per creare documenti Adobe PDF adatti per visualizzare e stampare documenti aziendali in modo affidabile. I documenti PDF creati possono essere aperti con Acrobat e Adobe Reader 5.0 e versioni successive.)
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020be44c988b2c8c2a40020bb38c11cb97c0020c548c815c801c73cb85c0020bcf4ace00020c778c1c4d558b2940020b3700020ac00c7a50020c801d569d55c002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken waarmee zakelijke documenten betrouwbaar kunnen worden weergegeven en afgedrukt. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents suitable for reliable viewing and printing of business documents.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
>> setdistillerparams
<<
  /HWResolution [1200 1200]
  /PageSize [612.000 792.000]
>> setpagedevice


