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Abstract. Coccolith size matters on routine identification of calcareous nannofossil species. But morphometry can also be a 

tool to study their morphological plasticity and adaptations to environmental patterns. Most current studies are limited in 

extracting morphological plasticity data, with most statistical methods varying from histogram analysis to mixture analysis, or 

even multistatistical analysis, allowing the identification of morphotypes but with significant assumptions (e.g., normal 15 

distribution) on the morphological pattern of the potential different morphotypes within a population. To address this limitation 

a multivariate statistical morphometrical tool, Integrated Multivariate Morphon Analysis (IMMA), was developed to identify 

different placolith morphotypes regarding maximum coccolith length and applied to Quaternary GeoB5559-2 samples, using 

morphometry data of C. p. braarudii. The results show that IMMA and morphometry microvariations can be used to extract 

variations in upwelling intensity and primary productivity, extracting the morphological plasticity of C. p. braarudii as a 20 

response to primary productivity variations. Thus, IMMA has great potential for studies on the effects of climatic events on 

coastal upwelling regions during the Quaternary. 

1 Introduction 

Coccolithophores are commonly subjected to evolutionary studies since they present an almost continuous fossil record since 

the limit between the Triassic to the Jurassic (Bown et al., 2004), making them ideal tools for biostratigraphy, evolution and 25 

palaeoceanographys of the Mesozoic and Cenozoic with many of the taxa appearing during the Cenozoic epochs, still extant 

(see references in Frada et al., 2010). 
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Thus, coccolithophores provide plentiful and consistent (micro)fossil data in continuity to extant living data. They have short 

life cycles rapidly producing numerous generations, an advantage to study their physiology and observe biological adaptations 

to environmental changes, either in lab cultures (Daniels et al., 2014; Sheward et al., 2014, 2017) or in the water column 30 

(Renaud & Klaas, 2001), but a disadvantage for paleontological studies, since morphological responses to environmental 

changes in such short time intervals need ultra-high resolution sample sets. 

Here we’ll consider a long-time span taxon plexus commonly referred to as the species Cocolithus pelagicus s.l.. C. pelagicus 

s.l. is one of the most interesting taxa that evolved during the Cenozoic. Its fossil record appears since the beginning of the 

Palaeocene stage and still thrives in present day oceans. This means that due to its genetic plasticity, C. pelagicus s.l. managed 35 

to survive and adapt to several dramatic changes that occurred since the extinction of the non-avian Dinosaurs (see Zachos et 

al., 2001, 2008 for a broad discussion on Cenozoic climate events). However, previous works (e.g., Reitan et al., 2012) indicate 

that its morphology does not reveal major direct influence of long-term climate change, although morphological and 

palaeogeographical changes are observed in the fossil record. This raises the question at what time scales would climate have 

an effect, if not on a million-year time scale? This is certainly due to short life cycle/generation time, which would imply, 40 

assuming a capable genetic plasticity, adaptations on much shorter time scales. 

Although the generation time presents a great challenge for palaeontological evolutionary studies in coccolithophores, the 

continuous fossil record together with the several extant species are major advantages that advocate this group for evolutionary 

studies with many extant species having continuous fossil record since distinct Cenozoic epochs. 

Both the geno- and the phenotype (co-)evolve. In this last case it may include the organism size, in addition or separate from 45 

other morphological traits by differential fitness. How a phenotypic character like body size evolves over time and what 

environmental factors influence phenotypic change are an important question both for Biology and Palaeontology (Reitan et 

al., 2012) with significant changes between uni and pluricellular organisms. Among the unicellular calcareous nannoplankton 

the size of C. pelagicus s.l. has been demonstrated to present genetically different subspecies, with an extant smaller (C. 

pelagicus spp. pelagicus) and an intermediate (C. pelagicus spp. braarudii) form (Saez et al., 2003; Vargas & Probert, 2004). 50 

This means that the morphometry on coccolithophores can be used as a proxy of their genetic variability along the fossil record. 
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Focusing on morphometrics, both palaeoecology and evolution of coccolithophores can be addressed simultaneously (e.g., 

Read et al., 2013). 

Although morphometry has been widely used in palaeoceanographic studies, discrete empirical nature of usual methodologies, 

are strongly biased regarding short-term genetic/evolutionary observations, i.e., the fast-evolving plasticity of a certain species 55 

to respond/adapt to climate perturbations are very difficult to address. Arising from these limitations, most current studies are 

limited in extracting morphological plasticity data. Most statistical methods, varying from histogram analysis (e.g., Mattioli et 

al., 2004; Thibault, 2010) to mixture analysis (e.g., Suchéras-Marx et al., 2010), or even multistatistical analysis (Peti et al., 

2021), allow the identification of morphotypes but with significant assumptions (e.g., normal distribution) on the 

morphological pattern of the potential different morphotypes within a population. To address this limitation a multivariate 60 

statistical morphometrical tool (MMA) was developed to identify different placolith morphotypes regarding maximum 

coccolith length in the Quaternary and applied to Quaternary Northeast Atlantic Offshore C. pelagicus s.l. data (Parente et al., 

2004; Narciso et al., 2006). The method was then modified to study morphological plasticity on coccolithophores, having been 

renamed to Integrated Multivariate Morphons Analysis (IMMA), and already used in C. pelagicus s.l. data from the Quaternary 

of the West Coast of Iberia (Prista et al., 2020). 65 

In this work we present the results of applying IMMA to C. pelagicus s.l. data from Quaternary samples in the Canary Islands 

region. 

2 Materials and Methodology 

The survey was conducted during 1998 aboard the research vessel Meteor as part of the European project CANIGO16 in the 

submarine mountain slope of Agadir, 31° 38,7’N and 13° 11,2’W (Wefer et al., 1998) (Fig. 1). The hole was performed at a 70 

depth of 3178m, with a recovery of 5.85m of sediment, from isotopic stages 1 to 8. Due to the proximity of this site to the 

upwelling regime of Cape Ghir, climate-induced variations on the palaeoproductivity are reflected in the sediment core 

(Moreno et al., 2002). 

A total of 117 samples were selected from this survey with 5cm equal spacing between samples. Age model was obtained from 

the correlation between δ18O data from the sediment and the SPECMAP δ18O chronological curve (Martinson et al., 1987 in 75 
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Moreno et al., 2002). Samples were dated through a linear interpolation of the corresponding dating to the control points used, 

which in this case were associated to isotopic events. The final correlation between SPECMAP curve and GeoB5559-2 survey 

is 0.807, resulting in a mean resolution of 2.4 ka between samples (Moreno et al., 2001) (see age model in supplementary 

material). 

 80 

 

Figure 1 – Location of Site GeoB5559-2 near the Canary archipelago region (map ESRI Ó). 

 

Smear slides were prepared from a speck of ocean sediment and observed under an optical double polarizing petrographic 

microscope (OLYMPUS BX-40), at x1250 magnification, connected to a digital camera (OLYMPUS DP11) to register 85 

placolith images for measurement. For morphometry, 100 placoliths were randomly selected and photographed throughout the 

slide of each sample, and their distal shield maximum diameters were subsequently digitally evaluated (Narciso et al., 2006). 
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A methodological development of the previous Multivariate Morphon Analysis (MMA) (Parente et al., 2004; Narciso et al., 

2006) was applied, the Integrated Multivariate Morphon Analysis (IMMA), which extends the computation of a single 

morphometric matrix to a set of 10 morphometric matrixes by systematically shifting 10 times the 1.0 μm initial morphon 90 

tabulations by 0.1 micron each, allowing the definition of morphotypes with a 10 times higher precision, up to 0.1 μm resolution 

(see Prista et al., 2020).  The multivariate statistical analysis (PCA) was carried out using IBM© SPSS© version 23.0 software. 

3 Results 

IMMA was applied as an exploratory method to all (117) the samples allowing to extract two most significant components 

representing 73.5% of the total variance, 50.7% for component one (C1) and 22.8% for component two (C2). Three sets of 95 

significant morphons were identified, two for C1 and one for C2. According to C1 the limits were determined as [6.9; 12.9[µm 

for the smaller (SC1) and [14.0; 17.2[µm for the larger (LC1) morphotypes. C2 defined a third (median) morphotype (MC2) 

with size ranges between [11.5; 15.2[µm. 

 

 100 
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Figure 2 – IMMA loadings of component one (red bars) and component two (blue bars) applied to GeoB5559-2 

 

According to C1 scores, the smaller morphotype shows a small dominance, being active in 53% of the samples, while along 

C2 the morphotype is active in 68% of the samples (Fig. 3). 

 105 

 

Figure 3 – Scores and counting’s for GeoB5559-2. From left to right: C1 and C2 scores (black bars); Blue dots correspond to 

smaller morphotype; red dots to larger morphotype; green dots to median morphotype. 
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Correlation between counting’s and scores is high and significant (Table 1), strengthening the PCA results. 110 

 

Table 1 – Correlation between morphotype counting’s and PCA scores. 

 

Interval (µm) Morphotype Correlation with counting’s 

6.9 – 12.9 SC1 0.88 

14.0 – 17.2 LC1 -0.93 

11.5 – 15.2 MC2 -0.98 

 

4 Discussion 115 

Site GeoB5559-2 is located near Canary Islands, an eutrophic upwelling region (Barton, 1998; Arístegui et al., 2009; 

Benazzouz et al., 2014) where only the larger morphotypes, belonging to Coccolithus pelagicus braarudii, are expected to be 

found. The results confirm the presence of this C. p. braarudii, with its core size range defined by C2, while C1 shows its 

variability in size due to palaeoceanographic changes. Since only one morphotype is present, PCA C1 is expected to show its 

variability. Instead of two or more morphotypes defining the major variance in the data, with only one morphotype it is its 120 

variability where most of the data variance is found. 

The PCA extracted a third morphotype in C2, which would theoretically be independent of the C1 morphotypes. However, the 

size range of C2 morphotype and the fact that all morphometric data belongs to C. p. braarudii suggests that the variance 

extracted corresponds to the core size variations of C. p. braarudii. The reason why this data variance is extracted in a different 

component is due to the fact that oscillations on the core size of the morphotype are not obliged to follow the general size 125 

tendency of C. p. braarudii. Mean resolution is of 2.4 ka, meaning that each sample covers more than 2 ka. The tendency for 

coccoliths for decreasing or increasing in size do not have to affect equally the variations in the morphons that make up the 

core size of C. p. braarudii. The core size represents 85.8% of all measurements (see supplementary material). Samples 

showing tendency for lower sizes reflect an interval of nearly 2.5 ka where conditions for reduced coccolith size were frequent. 
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However, the core size continues to exist and in this time interval its much smaller variations do not have to follow the major 130 

tendency. 

The region of the Canary Islands is an area of the ocean characterized by the presence of both coastal upwelling and eolian 

input from the Sahara/Sahel regions (Nave et al., 2001 and references within). Cape Ghir filament is a quasi-permanent feature, 

and its origin is thought to be on the cyclonic relative vorticity injection by the wind-stress curl (Troupin et al., 2012; Sangrà 

et al., 2015). Filaments at Cape Jubi and between Cape Jubi and Cape Bojador are smaller, show intermittency and are variable 135 

in their location due to their interaction with the eddy field induced by the Canary Islands (Barton et al., 1998, 2004). It has 

been proposed that their origin is in the entrainment of upwelled water by such offshore eddy field. Cape Blanc filament is 

also a permanent feature, as the Cape Ghir filament (see Fig. 4). 
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 140 

Figure 4 – Westward‐propagating eddy trajectories lasting over 6 months, as obtained from 14 years (1992–2006) of merged 

altimeter data, showing the Canary Eddy Corridor (CEC) extending from 22°N to 29°N. Black arrows indicate the sites of 

recurrently observed upwelling filaments. They are located in the region near Cape Ghir (C.G.), near and between Cape Jubi 

(CJ) and Cape Bojador (C.bo.), and near Cape Blanc (C.B.). Adapted from Sangrà et al. (2009). 

 145 

This means that the Canary Islands region is, to some extent, similar to the West coast of Iberia, with an upwelling regime, 

which in the Spanish archipelago goes from nearly permanent to intermittent, while in West Iberia has a more seasonal 

character. In fact, these two upwelling regions are often considered part of the same system, the Portuguese-Canary eastern 

boundary upwelling system (Peliz et al. 2005). 
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However, during Ice the Age ages C. p. pelagicus is not found around the Canary Islands like happens further North off West 150 

Iberia. The cooling and ice extent during the last ice age pushed the polar front as far south as North of Iberia (Eynaud et al., 

2009), which forced C. p. pelagicus and its oceanographic realm further down till the West coast of the Iberian Peninsula. In 

the Canary Islands region increased winds during glacial periods should be expected (see Grousset et al., 1998 for the Last 

Glacial Maximum), which would in turn increase upwelling events/strength in the region. If so, this would be observed in the 

size variability of C. p. braarudii, with relatively smaller coccoliths dominating during periods of stronger upwelling (see 155 

Prista et al. 2020). 

IMMA C1 extracted two morphotypes, which are interpreted as reflecting the size variability of C. p. braarudii in the region. 

C2 gives the “normal” size of the morphotype, defined as between 11.5 and 15.2 µm, values that completely agree with extant 

C. p. braarudii size range. Since the main morphometric results in the data are attributed only to C. p. braarudii as the only 

taxon present, the first component reflects its morphological plasticity. 160 

C. p. braarudii thus reveals for the Canary region a variation between 6.9 and 17.2µm, which is in good agreement with 

morphometric results from culture data that indicate that its size may range from a minimum of 7.87 µm and a maximum of 

17.32 µm, with 12.21 µm mean (see Sheward et al., 2017) 

4.1 Evidence of C. p. braarudii morphological plasticity in the Canary Islands region 

The upwelling regime of the Canary Islands represents a typical oceanographic regime currently inhabited only by C. p. 165 

braarudii since the lower latitude of this site makes it unreachable by the smaller C. p. pelagicus, even during glacial times. 

The global size histogram (Fig. 5) also suggests the presence of the larger morphotype associated to the subspecies C. p. 

braarudii, with a residual tail towards small morphons though which, apparently, is out of this subspecies size spectrum. 

However, such histogram, although may roughly determine this morphotype size boundaries, is unsuitable to extract size 

variations and morphotype behaviour through time. 170 
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Figure 5 – Global histogram of GeoB5559-2. 

 

Instead, IMMA loadings provides much richer morphometric information. Even when only one subspecies (C. p. braarudii) 175 

is present, IMMA allows to extract three morphotypes, the median (MC2) interpreted as reflecting normal (palaeoproductivity) 

conditions. In parallel significant changes in size were also detected, reflecting a broader spectrum of palaeoceanographic 

conditions operating in the region. In some moments enhanced palaeoproductivity conditions favoured a smaller (SC1) relative 

to a larger (LC1) morphotype, and thus these revealed opposing behaviour to each other expressed by their positive and negative 

loadings, respectively.  180 

An overall broader evolution of C. p. braarudii placolith lengths through time can be analysed from the obtained IMMA scores. 

The oldest samples, up to 155 ka, are dominated by larger sizes, with an average size above 13 µm. Between 151 ka and 129 

ka a transition period is identified, and onwards, with only six exceptions with an average around 13 µm, the mean size of C. 

p. braarudii drops to morphon 12 µm or 11 µm (Fig. 6). 
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Figure 6 – IMMA C1 scores (green), C2 scores (yellow), mean and median of C. p. braarudii in site GeoB5559-2. *when C2 

scores are positive, although IMMA component loadings are low, they are linked to the presence of smaller specimens. 

 

Moreno et al. (2002) describe the primary productivity in GeoB5559-2 for the last 250 ka. They’re results detected strong 

peaks of increased primary productivity at Terminations I, II and III (~13 ka, ~126 ka, ~245 ka, respectively), and smaller 190 

peaks at 36, 60, 107 and 220 ka. Our results also show higher primary productivity at ~246 ka, ~125 ka and ~61 ka. The authors 

present a very high peak in Ba excess, which they consider a reliable proxy for primary productivity at this site, at 126 ka, in 

agreement with our findings for the Eemian interglacial, with high primary productivity between ~135 ka and ~128 ka, and 

again between ~125 ka until ~118 ka. After the Eemian high peaks, our data shows some small peaks in size reduction in 

different moments of the ones presented by Moreno et al. (2002). However, according to our data, primary productivity from 195 

~115 ka until present was kept relatively high, with low variability. In the work of Moreno et al. (2002), Ba excess presents an 

increase tendency from 90 ka until 11 ka, with some variability, but keeping above the values presented between 250 ka and 

138 ka (exception for 99-83 ka which were slightly lower). During the same period, total organic carbon also shows an increase 

to levels above the same previous interval, according to the authors. This supports our data, with C. p. braarudii reducing its 

size over the past 250 ka, following the increase in primary productivity. 200 

Stolz and Baumann (2010) analysing ODP site 980 in the North Atlantic observe a peak in coccolithophore numbers on the 

onset of MIS 5 and another peak at 120 ka, declining afterwards, but keeping above glacial levels. They conclude on 

coccolithophore assemblages’ data that interglacial conditions were frequent at this site up to the next glacial cycle, MIS 4, 

around 71 ka. This means that conditions in lower latitudes, like the Canary Islands, would probably be more stable, adding 

the fact that during MIS 5 insolation was never as low as between 240 ka and 150 ka, showing a more stable pattern (see 205 

Moreno et al., 2002). Our data suggest a high primary productivity during the Eemian in this region, depicted by the major 

drop on coccoliths size in samples 273 cm and 263 cm (~122 ka to ~118 ka – see age model Martinson et al., 1987; Moreno 

et al., 2002) and good conditions during the rest of MIS 5, which were enhanced by less amplitude in insolation variations 

when compared to the previous period. 
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In fact, there is a tendency towards smaller sizes in the mean size and median of the measurements obtained in this site, which 210 

in turn correlate well with IMMA C1 scores that determine the morphotype size variations – towards smaller or larger 

specimens (Fig. 7). 

 

 

Figure 7 – Mean (blue), median (purple) and C1 scores (yellow) of C. p. braarudii in site GeoB5559-2. 215 

 

The peak in low size between samples 158 cm and 148 cm corresponds to a period between ~64 ka and ~59 ka, which is during 

the MIS 4 glacial period (~71-57 ka) and may be related to induced increased winds by the onset of the last glaciation, boosting 

both coastal upwelling and eolian input from the Sahara/Sahel regions. The relatively stable and good insolation during MIS 

3 (see Shackleton et al., 2021) could have been the reason for maintaining conditions for the lower sizes, indicating conditions 220 

of good primary productivity, even if lower than the period between 240 ka and 150 ka. 
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The variation of the mean and median is fairly connected with C1 variability. However, the correlation increases when the two 

major size drops during the Eemian are removed as eventual outliers (see Fig. 8). 

 

 225 

Figure 8 – Scatter plot of the relation between C1 scores with C. p. braarudii mean and median in GeoB5559-2 DataSet_1 

matrix. 

 

Histograms also show how scores predict size variability and how positive IMMA C2 scores reflect the presence of small 

coccoliths (Fig. 9). Sample 23 cm has small C. p. braarudii coccoliths, as predicted by C1 positive scores. The negative C2 230 

scores define the morphometric data in this sample as characteristic of C. p. braarudii, which is supported by the histogram 

centred in morphons 12 and 13 µm. 
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Figure 9 – Histograms and scores of selected samples from GeoB5559-2. 235 

 

Sample 123 cm has a high positive IMMA C1 score and morphon 12 µm is dominant, while C2 reflects a C. p. braarudii 

morphometric characterization. In samples 148 cm and 343 cm the information given by a positive IMMA C2 score is well 

visible in the histograms. When C2 is positive lower sizes are more prevalent, and C1 should indicate the dominant morphon 

of the sample. In the first case C1 score is positive and morphon 8 mm appears with significant relevance. In the second case 240 

C1 score is negative and morphons 13 and 14 µm dominate, with small morphons presenting relevant counting’s but with none 

standing out. 

Samples 203 cm, 228 cm, 373 cm, 403 cm, 498 cm and 528 cm represent the common pattern of these site histograms, which 

are characteristic of C. p. braarudii populations. C1 scores clearly depict the size variation of the population, with negative 

scores in samples dominated by morphon 14, morphon 15 in one case, and positive scores in samples dominated by morphon 245 

12. 

5 Conclusions 

IMMA was applied to a single coccolithophore (Coccolithus pelagicus braarudii) to unravel the presence of distinct 

morphotypes with increased (up to 0.1 µm) resolution.  

The most important component extracted (C1) is related to its morphological plasticity expressing the alternate dominance 250 

between a smaller ([6.9; 12.9[µm) and a larger ([14.0; 17.2[µm) morphotype. An increase in (the presence of) the smaller 

morphotype is interpreted to reflect the cumulative occurrence of more than average favourable (nutrient available) conditions 

(inducing higher reproduction rates) while the dominance of the larger morphotype reflects the prevalence of less favourable 

conditions (inducing lower reproduction rates). The lesser relevant C2 is related to the prevalence of median conditions with 

no clear trend for either extreme but to a mean core size for this subspecies. Thus, C. p. braarudii morphometry can be used 255 

to infer the primary productivity, being a reliable proxy for coastal upwelling regions studies, and with great potential for 

studies on the effects of climatic events on coastal upwelling regions during the Quaternary. 
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Future work will be carried out to evaluate the efficacy of IMMA to older periods and, most importantly, to lower time 

resolutions, which can have a negative impact in extracting morphological plasticity data in short life cycle species. 

Acknowledgments 260 

The present work was supported by the Portuguese Fundação para a Ciência e a Tecnologia (FCT), with the PhD grant 

SFRH/BD/95593/2013 attributed to G. Prista, and funded by the FCT I.P./MCTES through national funds (PIDDAC) – 

UIDB/50019/2020 

Competing Interests 

The authors declare that they have no conflict of interest. 265 

References 

Arístegui, J., Barton, E. D., Álvarez-Salgado, X. A., Santos, A. M. P., Figueiras, F. G., Kifani, S., Hernández-León, S., Mason, 

E., Machú, E. and Demarcq, H.: Sub-regional ecosystem variability in the Canary Current upwelling, Prog. Oceanogr., 83(1–

4), 33–48, doi:10.1016/j.pocean.2009.07.031, 2009. 

Barton, E.: Eastern boundary of the North Atlantic: Northwest Africa and Iberia. Coastal segment (18, E). In: Robinson, A., 270 

Brink, K.H. (Eds.), The Sea, vol. 11. John Wiley & Sons Inc., pp. 633–657, 1998.  

Barton, E. D., Arístegui, J., Tett, P. and Navarro-Pérez, E.: Variability in the Canary Islands area of filament-eddy exchanges, 

Prog. Oceanogr., 62(2–4), 71–94, doi:10.1016/j.pocean.2004.07.003, 2004. 

Barton, E. D., Aristegui, J., Tett, P., Canton, M., García-Braun, J., Hernández-León, S., Nykjaer, L., Almeida, C., Almunia, J., 

Ballesteros, S., Basterretxea, G., Escanez, J., García-Weill, L., Hernández-Guerra, A., López-Laatzen, F., Molina, R., Montero, 275 

M. F., Navarro-Peréz, E., Rodríguez, J. M., Van Lenning, K., Vélez, H. and Wild, K.: The transition zone of the Canary Current 

upwelling region, Prog. Oceanogr., 41(4), 455–504, doi:10.1016/S0079-6611(98)00023-8, 1998. 

https://doi.org/10.5194/cp-2023-31
Preprint. Discussion started: 16 May 2023
c© Author(s) 2023. CC BY 4.0 License.



19 
 

Benazzouz, A., Mordane, S., Orbi, A., Chagdali, M., Hilmi, K., Atillah, A., Lluís Pelegrí, J. and Hervé, D.: An improved 

coastal upwelling index from sea surface temperature using satellite-based approach - The case of the Canary Current 

upwelling system, Cont. Shelf Res., 81, 38–54, doi:10.1016/j.csr.2014.03.012, 2014. 280 

Bown, P. R., Lees, J. A. and Young, J. R., 2004. Calcareous nannoplankton evolution and diversity through time, 

Coccolithophores, 481–508, doi:10.1007/978-3-662-06278-4_18, 2004. 

Daniels, C. J., Sheward, R. M., and Poulton, A. J., 2014. Biogeochemical implications of comparative growth rates of Emiliania 

huxleyi and Coccolithus species. Biogeosciences, 11: 6915–6925 doi:10.5194/bg-11-6915-2014, 2014. 

Eynaud, F., De Abreu, L., Voelker, A., Schönfeld, J., Salgueiro, E., Turon, J. L., Penaud, A., Toucanne, S., Naughton, F., 285 

Sánchez Goñi, M. F., Malaizé, B. and Cacho, I.: Position of the Polar Front along the western Iberian margin during key cold 

episodes of the last 45 ka, Geochemistry, Geophys. Geosystems, 10(7), doi:10.1029/2009GC002398, 2009. 

Frada, M., Young, J., Cachão, M. and Lino, S.: A guide to extant coccolithophores (Calcihaptophycidae, Haptophyta) using 

light microscopy, J. Nannoplankt. Res, 31(2), 58–112 [online] Available from: 

http://www.horta.uac.pt/intradop/images/stories/perspages/silvialino/frada_etal_2010.pdf, 2010. 290 

Grousset, F. E., Parra, M., Bory, A., Martinez, P., Bertrand, P., Shimmield, G. and Ellam, R. M.: Saharan wind regimes traced 

by the Sr-Nd isotopic composition of subtropical Atlantic sediments: Last Glacial Maximum vs today, Quat. Sci. Rev., 17(4–

5), 395–409, doi:10.1016/S0277-3791(97)00048-6, 1998. 

Martinson, D. G., Pisias, N. G., Hays, J. D., Imbrie, J., Moore, T. C. and Shackleton, N. J.: Age dating and the orbital theory 

of the ice ages: Development of a high resolution 0 to 300 000 year chronostratigraphy. Quaternary Research, 27: 1–29, 1987.  295 

Mattioli, E., Pittet, B., Young, J. R. and Bown, P. R.: Biometric analysis of Pliensbachian-Toarcian (Lower Jurassic) coccoliths 

of the family Biscutaceae: Intra- and interspecific variability versus palaeoenvironmental influence, Mar. Micropaleontol., 

52(1–4), 5–27, doi:10.1016/j.marmicro.2004.04.004, 2004. 

Moreno, A., Nave, S., Kuhlmann, H., Canals, M., Targarona, J., Freudenthal, T. and Abrantes, F.: Productivity response in the 

North Canary Basin to climate changes during the last 250 000 yr: A multi-proxy approach, Earth Planet. Sci. Lett., 196(3–4), 300 

147–159, doi:10.1016/S0012-821X(01)00605-7, 2002. 

https://doi.org/10.5194/cp-2023-31
Preprint. Discussion started: 16 May 2023
c© Author(s) 2023. CC BY 4.0 License.



20 
 

Moreno, A., Targarona, J., Henderiks, J., Canals, M., Freudenthal, T. and Meggers, H.: Orbital forcing of dust supply to the 

North Canary Basin over the last 250 kyr, Quat. Sci. Rev., 20(12), 1327–1339, doi:10.1016/S0277-3791(00)00184-0, 2001. 

Narciso, A., Cachão, M. and De Abreu, L.: Coccolithus pelagicus subsp. pelagicus versus Coccolithus pelagicus subsp. 

braarudii (Coccolithophore, Haptophyta): A proxy for surface subarctic Atlantic waters off Iberia during the last 200 kyr, Mar. 305 

Micropaleontol., 59(1), 15–34, doi:10.1016/j.marmicro.2005.12.001, 2006. 

Nave, S., Freitas, P. and Abrantes, F.: Coastal upwelling in the Canary Island region: Spatial variability reflected by the surface 

sediment diatom record, Mar. Micropaleontol., 42(1–2), 1–23, doi:10.1016/S0377-8398(01)00008-1, 2001. 

Parente, A., Cachão, M., Baumann, K. H., de Abreu, L. and Ferreira, J.: Morphometry of Coccolithus pelagicus s.l. 

(Coccolithophore, Haptophyta) from offshore Portugal, during the last 200 kyr, Micropaleontology, 50(SUPPL. 1), 107–120, 310 

doi:10.2113/50.Suppl_1.107, 2004. 

Peliz, Á., Dubert, J., Santos, A. M. P., Oliveira, P. B. and Le Cann, B.: Winter upper ocean circulation in the Western Iberian 

Basin - Fronts, Eddies and Poleward Flows: An overview. Deep-sea Research, Part I Oceanographic Research Papers, 52: 

621–646, 2005. 

Peti, L., Thibault, N., Korte, C., Ullmann, C. V., Cachão, M. and Fibæk, M.: Environmental drivers of size changes in lower 315 

Jurassic Schizosphaerella spp, Mar. Micropaleontol., 168(August 2020), doi:10.1016/j.marmicro.2021.102053, 2021. 

Prista, G., Narciso, Á. and Cachão, M.: Coccolithus pelagicus subsp. braarudii morphological plasticity as a response to 

variations in the upwelling regime of the west coast of Iberia, Micropaleontology, 66(6), 549–571, doi:10.47894/mpal.66.6.06, 

2020. 

Read, B. A., Kegel, J., Klute, M. J., Kuo, A., Lefebvre, S. C., Maumus, F., Mayer, C., Miller, J., Monier, A., Salamov, A., 320 

Young, J., Aguilar, M., Claverie, J. M., Frickenhaus, S., Gonzalez, K., Herman, E. K., Lin, Y. C., Napier, J., Ogata, H., Sarno, 

A. F., Shmutz, J., Schroeder, D., De Vargas, C., Verret, F., Von Dassow, P., Valentin, K., Van De Peer, Y., Wheeler, G., 

Dacks, J. B., Delwiche, C. F., Dyhrman, S. T., Glöckner, G., John, U., Richards, T., Worden, A. Z., Zhang, X., Grigoriev, I. 

V., Allen, A. E., Bidle, K., Borodovsky, M., Bowler, C., Brownlee, C., Mark Cock, J., Elias, M., Gladyshev, V. N., Groth, M., 

Guda, C., Hadaegh, A., Iglesias-Rodriguez, M. D., Jenkins, J., Jones, B. M., Lawson, T., Leese, F., Lindquist, E., Lobanov, 325 

A., Lomsadze, A., Malik, S. B., Marsh, M. E., MacKinder, L., Mock, T., Mueller-Roeber, B., Pagarete, A., Parker, M., Probert, 

https://doi.org/10.5194/cp-2023-31
Preprint. Discussion started: 16 May 2023
c© Author(s) 2023. CC BY 4.0 License.



21 
 

I., Quesneville, H., Raines, C., Rensing, S. A., Riaño-Pachón, D. M., Richier, S., Rokitta, S., Shiraiwa, Y., Soanes, D. M., Van 

Der Giezen, M., Wahlund, T. M., Williams, B., Wilson, W., Wolfe, G. and Wurch, L. L.: Pan genome of the phytoplankton 

Emiliania underpins its global distribution, Nature, 499(7457), 209–213, doi:10.1038/nature12221, 2013. 

Reitan, T., Schweder, T. and Henderiks, J.: Phenotypic evolution studied by layered stochastic differential equations, Ann. 330 

Appl. Stat., 6(4), 1531–1551, doi:10.1214/12-AOAS559, 2012. 

Renaud, S. and Klaas, C.: Seasonal variations in the morphology of the coccolithophore Calcidiscus leptoporus off Bermuda 

(N. Atlantic). Journal of Plankton Research, 23: 779–795, 2001.  

Saez, A.G., Probert, I., Geisen, M., Quinn, P., Young, J.R. and Medlin, L.K.: Pseudo-cryptic speciation in coccolithophores. 

Proceedings of the National Academy of Sciences U.S.A., 100: 7163–7168, 2003.  335 

Sangrà, P., Pascual, A., Rodríguez-Santana, Á., Machín, F., Mason, E., McWilliams, J. C., Pelegrí, J. L., Dong, C., Rubio, A., 

Arístegui, J., Marrero-Díaz, Á., Hernández-Guerra, A., Martínez-Marrero, A. and Auladell, M.: The Canary Eddy Corridor: A 

major pathway for long-lived eddies in the subtropical North Atlantic, Deep. Res. Part I Oceanogr. Res. Pap., 56(12), 2100–

2114, doi:10.1016/j.dsr.2009.08.008, 2009. 

Sangrà, P., Troupin, C., Barreiro-González, B., Desmond Barton, E., Orbi, A. and Arístegui, J.: The Cape Ghir filament system 340 

in August 2009 (NW Africa), J. Geophys. Res. Ocean., 120(6), 4516–4533, doi:10.1002/2014JC010514, 2015. 

Shackleton, S., Menking, J. A., Brook, E., Buizert, C., Dyonisius, M. N., Petrenko, V. V., Baggenstos, D. and Severinghaus, 

J. P.: Evolution of mean ocean temperature in Marine Isotope Stage 4, Clim. Past, 17(5), 2273–2289, doi:10.5194/cp-17-2273-

2021, 2021. 

Sheward, R.M., Daniels, C.J. and Gibbs, S.J.: Growth rates and biometric measurements of coccolithophores (Coccolithus 345 

pelagicus, Coccolithus braarudii, Emiliania huxleyi) during experiments, PANGAEA, http://doi.pangaea.de/10.1594/ 

PANGAEA.836841, 2014. 

Sheward, R.M., Poulton, A.J., Gibbs, S.J., Daniels, C.J. and Bown, P.R.: Physiology regulates the relationship between 

coccosphere geometry and growth phase in coccolithophores. Biogeosciences, 14, 1493–1509, 2017, 

https://doi.org/10.5194/bg-14-1493-2017  350 

https://doi.org/10.5194/cp-2023-31
Preprint. Discussion started: 16 May 2023
c© Author(s) 2023. CC BY 4.0 License.



22 
 

Stolz, K. and Baumann, K. H.: Changes in palaeoceanography and palaeoecology during Marine Isotope Stage (MIS) 5 in the 

eastern North Atlantic (ODP Site 980) deduced from calcareous nannoplankton observations, Palaeogeogr. Palaeoclimatol. 

Palaeoecol., 292(1–2), 295–305, doi:10.1016/j.palaeo.2010.04.002, 2010. 

Suchéras-Marx, B., Mattioli, E., Pittet, B., Escarguel, G. and Suan, G.: Astronomically-paced coccolith size variations during 

the early Pliensbachian (Early Jurassic), Palaeogeogr. Palaeoclimatol. Palaeoecol., 295(1–2), 281–292, 355 

doi:10.1016/j.palaeo.2010.06.006, 2010. 

Thibault, N.: Biometric analysis of the Arkhangelskiella group in the upper Campanian-Maastrichtian of the Stevns-1 borehole, 

Denmark: Taxonomic implications and evolutionary trends, Geobios, 43(6), 639–652, doi:10.1016/j.geobios.2010.06.002, 

2010. 

Troupin, C., Mason, E., Beckers, J. M. and Sangrà, P.: Generation of the Cape Ghir upwelling filament: A numerical study, 360 

Ocean Model., 41, 1–15, doi:10.1016/j.ocemod.2011.09.001, 2012. 

Vargas, C. De and Probert, I.: New keys to the Past: Current and future DNA studies in Coccolithophores, Micropaleontology, 

50(1), 45–54, 2004. 

Wefer, G., Segl, M. and cruise participants.: Report and Preliminary Results of METEOR- CruiseM42/4, Las Palmas-Viena 

do Castelo, 26 September -26 November. Berichte, Fachbereich Geowissenschaften, Universität Bremen, Bremen, 104 pp., 365 

1998. 

Zachos, J. C., Dickens, G. R. and Zeebe, R. E.: An early Cenozoic perspective on greenhouse warming and carbon-cycle 

dynamics., Nature, 451, 279–83, doi:10.1038/nature06588, 2008. 

Zachos, J., Pagani, M., Sloan, L., Thomas, E. and Billups, K.: Trends, rhythms, and aberrations in global climate 65 Ma to 

present., Science, 292, 686–93, doi:10.1126/science.1059412, 2001. 370 

 

https://doi.org/10.5194/cp-2023-31
Preprint. Discussion started: 16 May 2023
c© Author(s) 2023. CC BY 4.0 License.


