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By the end of the 19th century, a series of biologists had dedicated themselves to following and
discovering the fate of individual cells of an embryo during ontogeny. These works, known as cell
lineage studies1, were critical to disambiguate the relationship between ontogeny and phylogeny,
directly challenging the idea of recapitulation (Guralnick, 2002; Maienschein, 1978).

The detailed work of the cell lineage biologists Edmund B. Wilson, Edwin G. Conklin, Frank R. Lillie
and others, revealed something remarkable. After carefully tracing the embryonic cells of different
organisms, they discovered that animals such as molluscs, annelids, nemerteans and polyclad
flatworms, whose adult stages are so different, actually share a similar embryogenesis2

 (Child, 1900;
Conklin, 1897; Heath, 1899; Lillie, 1895; Mead, 1897; Wilson, 1892). Their embryos show the same
cleavage pattern, in which cell divisions occur with the mitotic spindles oblique to the animal/vegetal
axis, switching direction (clockwise and counterclockwise) at each division cycle (Costello and Henley,
1976; Hejnol, 2010; Henry and Martindale, 1999; Lambert, 2010). A quartet of vegetal macromeres
sequentially gives rise to animal micromeres, and the resulting symmetry of these cleaving
blastomeres, when viewed from the animal pole, was described as spiral. This developmental pattern
thus became known as spiral cleavage (Wilson, 1892).

THE SPIRAL CLEAVAGE PATTERN. (A) ANIMAL POLE VIEW OF A GENERALIZED SPIRAL-CLEAVING EMBRYO. ARROWS
INDICATE THE DIRECTION OF CELL DIVISIONS. DEVELOPMENTAL SEQUENCE BASED ON (CONKLIN, 1897). (B) SCHEMATIC
DIAGRAM OF CELL DIVISIONS IN THE D QUADRANT IN A LATERAL VIEW (TOP: ANIMAL POLE, BOTTOM: VEGETAL POLE).
CELLS ARE NAMED WITH THE STANDARD SPIRAL CLEAVAGE NOTATION(CHILD, 1900; CONKLIN, 1897; WILSON, 1892).
REPRESENTATION BASED ON LAMBERT (2010).

Because the cell divisions are stereotypic, individual blastomeres can be followed and compared
between spiral-cleaving taxa in a fairly consistent manner. The ability to compare blastomere fates at
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this unprecedented cellular-resolution uncovered a surprising similarity in the fate maps of spiral-
cleaving embryos (=annelids, molluscs, nemerteans and polyclad flatworms). The iconic example
being the 4d mesentoblast, a well-conserved mesoderm precursor (Lambert, 2008). Overall, despite
having the oblique cell divisions as an idiosyncrasy, spiral cleavage is understood today as a complex
of developmental characters (Costello and Henley, 1976; Hejnol, 2010; Henry and Martindale, 1999;
Lambert, 2010).

The empirical findings of cell lineage studies raised several important evolutionary questions regarding
the evolution of development and the establishment of homologies (Guralnick, 2002). What are the
underlying causes behind embryonic cleavage patterns—mechanical forces acting on the embryo or
inherited historical factors? Are the events of early development necessary to build the adult
characters? Is there an embryological criterion for homology? The ideas progressively moved towards
a more evolutionary view of development, where ontogeny is not “a brief and rapid recapitulation of
phylogeny” but an inherited product of evolution and subject to modification (Guralnick, 2002).

Even though most cell lineage biologists initially denied the systematic value of embryonic cleavage
patterns, mainly in opposition to recapitulation (Guralnick, 2002), it was difficult to argue against the
striking similarity between spiral-cleaving embryos, and dismiss their potential kinship3. Schleip (1929)
was the first to propose a group to contain the animals displaying spiral cleavage—the Spiralia.

Recent metazoan-wide phylogenetic analyses corroborate the kinship between spiral-cleaving taxa, in
a major protostome clade that is sister to the Ecdysozoa (e.g., insects) (Dunn et al., 2014). The latest
works in protostome phylogenomics (Laumer et al., 2015; Struck et al., 2014) suggest that Spiralia
(=Lophotrochozoa in some cases, see Hejnol (2010)) contains not only the typical spiral-cleaving
groups, but several other taxa. Some spiralians (=animals that belong to the clade Spiralia) do not
show any clear trace of spiral cleavage, such as bryozoans, brachiopods, gastrotrichs and rotifers,
while others do exhibit spiral-like characters, such as gnathostomulids (Riedl, 1969), phoronids
(Pennerstorfer and Scholtz, 2012) and entoprocts (Marcus, 1939; Merkel et al., 2012). What can we
say about the evolution of these disparate cleavage patterns?

The spiral arrangement of embryonic blastomeres is present in the three main clades of Spiralia
(Gnathifera, Lophotrochozoa and Rouphozoa), suggesting that this character is ancestral at least to
the Lophotrochozoa-Rouphozoa clade. This implies the spiral cleavage pattern was lost during the
evolution of gastrotrichs, brachiopods, bryozoans and maybe rotifers. How did these groups lose spiral
cleavage? Which aspects of a typical spiral-cleaving embryo did they lose, in addition to the spiral
arrangement of the blastomeres? Are there any remnants of spiral cleavage?

The comparison between clades that have lost spiral symmetry, like bryozoans and brachiopods, and
typical spiral-cleaving clades such as annelids and molluscs, can identify the traits that were lost, or
are still shared, among these groups. This comparative approach can reveal novel insights about the
evolution of spiral cleavage itself, and give rise to a broader perspective of the evolutionary
mechanisms underlying spiralian development.

[This text is a section of my PhD thesis]
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1. Also nicknamed cellular bookkepping, as recalled by E.G. Conklin: “…I followed individual cells
through the development, followed them until many people laughed about it; called it cellular
bookkeeping.” (Bonner and Bell, 1984, p. 81).↩

2. “What a wonderful parallel is this between animals so unlike in their end stages! How can such
resemblances be explained?” (Conklin, 1897, p. 195).↩

3. “…if these minute and long-continued resemblances are of no systematic worth, and are merely the
result of extrinsic causes, as is implied, then there are no resemblances between either embryos or
adults that may not be so explained.” (Conklin, 1897, p. 195).↩
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