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Abstract

The closure of the Panama Isthmus, ∼14–3 Ma, caused large reorganizations of ocean circulation. Here we use a global climate–
ocean ecosystem model to investigate the effects of the closing gateway on ocean circulation, marine productivity and nutrient
distributions. Several sensitivity experiments with different sill depths and vertical diffusivities are performed. Consistent with
previous model studies, we find constricted throughflow due to shallowing of the sill leads to intensification of the North Atlantic
thermohaline overturning. We demonstrate a strong coupling between the flows through the tropical gateways of Panama and
Indonesia in a way that reduced outflow of upper ocean Pacific waters via the Panama gateway into the Atlantic is compensated by
increased flow through the Indonesian Archipelago. The simulated rates of North Atlantic Deep Water formation strongly depend on
the vertical diffusion in the model, particularly for a deep sill. For the first time, we document by model results shifts in nutrient
distributions associated with reorganizations of ocean circulation with repercussions on marine productivity patterns. Reduced flow of
nutrient-rich sub-surface waters from the Pacific into the Atlantic reduces biological productivity in the North Atlantic. In the eastern
tropical Pacific restriction of the nutrient-rich outflow leads to nutrient accumulation which in turn maintains a strong increase in
productivity. These results seem to be largely consistent with the paleoproductivity proxy record. A massive drop of opal
accumulation rates, however, as found in North Pacific sediments for the time of the final closure (∼2.75 Ma) cannot be simulated.
Generally, global marine net primary productivity (NPP) is found to increase with proceeding gateway closure.
© 2006 Elsevier B.V. All rights reserved.
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1. Introduction

The closure of the Panama Isthmus during the late
Neogene, from about 14 until 2.75Ma ago [1], caused large
reorganizations of ocean circulation [2,3] with strong cli-
matic impact. While the climate of the early to mid-Plio-
cenewas characterized by higher temperatures than present
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and probably a stronger thermohaline circulation (THC)
[4,5], a gradual cooling persisted during the late Pliocene
[6], the reasons of which are still unknown. Striking is the
temporal accordance of the final closure of the Panama
gateway around 2.75 Ma with the intensification of the
Northern Hemisphere glaciation (NHG). However, it is not
clearwhether the gateway configuration caused the onset of
NHG [7], delayed [8] or preconditioned it [9,10].

Paleorecords from the Aratro Basin (NW South Ame-
rica) show the earliest strong indications for a restriction
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of the deep Panama throughflow for the time period
around 12 Ma ago [11] and a further shoaling of the
seaway appeared around 8–6 Ma, when Atlantic and Pa-
cific δ13C records from benthic foraminifera began to
diverge [2,12]. The first evidence for the restriction of
surface water exchange between the Eastern Equatorial
Pacific (EEP) and the Atlantic has been reconstructed for
the time around 4.4 Ma [2,13,14], where diverging plank-
tonic foraminifera δ18O records from the Caribbean and
the Eastern Equatorial Pacific (EEP) show the build-up of
the modern Pacific–Caribbean salinity contrast and the
emergence of the Western Atlantic Warm Pool (WAWP).
These findings are supported by simultaneously increas-
ing foraminiferal Mg/Ca ratios [15], indicating rising
temperatures in the Caribbean. At Ocean Drilling Prog-
ram (ODP) Site 999 (Leg 165, Caribbean Sea, 12.73°N,
78.73°W, 2828 m), which is closer to the former seaway,
the strong shift towards higher δ18O values (SSS) is
reflected slightly later, at about 4.2 Ma, while during the
same interval the Pacific δ18O values (ODP Site 851, Leg
138, Equatorial Pacific, 2.77°N, 110.57°W, 3761 m)
remain virtually unaffected [13].

The gradual closure of the seaway lead to an intensi-
fication of North Atlantic thermohaline circulation (THC)
with better ventilated Caribbean deep waters, as
suggested by increasing benthic δ13C values and higher
carbonate preservation at ODP Site 999 [9]. Stronger
deep water formation in the North Atlantic had to be
compensated by a strengthened Gulf Stream, followed by
an increase in the northward heat transport. This notion is
consistent with results from a sediment record south of
Iceland (ODP Site 984, Leg 162, Bjorn Drift, 61.25°N,
24.04°W, 1648 m), where reconstructed sea surface tem-
peratures (SSTs) increase by about 2–3 °C around
2.8 Ma, just prior to the final closure of Panama [16].

The final closure of the gateway around 2.75 Ma,
also associated with the exchange of land mammals
between North and South America [17], coincides with
the intensification of Northern Hemisphere glaciation,
evident by the emergence of large amounts of ice-rafted
debris (IRD) in North Pacific [18,10] and North Atlantic
deep sea sediments [19,16]. In the North Pacific, a
sudden drop of opal accumulation rates has been attri-
buted to the onset of the strong present day like stratifi-
cation [20], which might have triggered glaciation over
North America [21]. The following climate of the Pleis-
tocene was characterized by strongly oscillating glacial/
interglacial cycles [6].

Changes in gateway configurations, especially the
closing Panama seaway, and their relevance for ocean
circulation and climate have been subject to several theo-
retical and modeling studies. Using the theory of ‘Island
Rule’ [22], it was found that with an open Panama Is-
thmus, a closed Bering Strait and in the absence of North
AtlanticDeepWater (NADW) formation the flow through
the gateway should be directed from the Atlantic into the
Pacific. However, results from different 3-D ocean circu-
lation models found the opposite, with the net transports
being directed from the Pacific into the Atlantic, sup-
plying the North Atlantic with low salinity sub-surface
water, even in some cases where the surface flow may be
(seasonally) in westward direction [23,24,3,26,27].

In most models closing the Panama gateway is asso-
ciated with a strengthening of the meridional overturning
and the western boundary current in the North Atlantic,
and these changes seem to depend primarily on the degree
of restriction of the throughflow [24,3,26]. In general, the
transport of fresh surface and sub-surface waters from the
Pacific into the Atlantic causes North Atlantic surface
waters to become more buoyant, leading to low NADW
formation rates. Nevertheless, even for a deep sill model
results of the Atlantic overturning range from a total
collapse [23,27] to a transequatorial transport of NADW
around 10 Sverdrup (Sv, 1 Sv=106 m3 s−1) [25]. Trying
to assess threshold values for the total collapse of NADW
formation or even the quantification of changes in over-
turning rates is a problem, as in ocean models these pro-
cesses are highly sensitive to the parameterization of sub-
grid scale processes, like vertical diffusivity Kυ, which is
an important but at present weakly constrained parameter
[28,29].

Most modeling studies concerned with the Panama
closure investigated the effects on the physical climate
components whereas effects on the marine ecosystem
have not been given much attention. A noticeable
exception is the work by Heinze and Crowley [30] who
concentrated on the effect of changes in gateway confi-
gurations on sedimentation patterns in the ocean. How-
ever, no model study has yet examined the impact of
ocean circulation changes on nutrient redistributions and
resulting marine productivity.

Here we use a global coupled climate–marine eco-
system model to simulate the impact of the closing Pa-
nama Isthmus on ocean circulation and, for the first time,
on marine biological productivity. Our findings will be
compared to results from other model studies and paleo
records from deep sea sediments.

2. Model and experiments

The University of Victoria Earth System Climate
Model (UVic-ESCM Version 2.6) used in this study is a
coarse resolution model of intermediate complexity. The
ocean general circulation model is based on MOM-2 [31]
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with eddy induced tracer mixing parameterized according
to Gent and Mc Williams [32], and there is no flux cor-
rection applied. The horizontal resolution is 1.8°×3.6°
and there are 19 vertical layers of 50–500 m thickness,
increasing with depth. Assessing diapycnal mixing is an
important but currently not very well resolved factor in
ocean modeling [29]. Direct measurements of vertical
diffusion (Kυ) show values of about 0.1 cm2 s−1 in the
subtropical pycnocline [33], whereas results from inverse
modeling [34] and observations of fluctuations of internal
wave velocities in the Southern Ocean [35,36] suggest
values of an order of magnitude higher. To address this
problem, two different profiles are used for the vertical
diffusivity (Kυ) in our study. In the first set of experiments
Kυ increases from 0.3 cm2 s1 at the surface to about
1.3 cm2 s−1 at 5000 m depth, while in the second line of
experiments Kυ ranges from 0.6 cm2 s− 1 to 1.6 cm2 s− 1

[29].
The ocean circulation model is coupled to a vertically

integrated energy–moisture balance model of the atmos-
phere and to a dynamic–thermodynamic sea ice
component [37]. Atmospheric wind velocities used in
the momentum transfer to the ocean and sea ice as well
as for moisture advection and in the calculation of sur-
face heat fluxes are prescribed using a mean seasonal
cycle. Orbital parameters (eccentricity, obliquity and
precession), which influence the strength and distribu-
tion of incoming solar radiation, are set to present day
values. The atmospheric pCO2 is kept on a constant
preindustrial level of 280 ppm. A more detailed descrip-
tion of the model version used in this study is given by
Weaver et al. [38].

The ecosystem model used in our study is described
in Schmittner et al. [29]. It consists of four prognostic
variables: nutrients (N), phytoplankton (P), zooplankton
(Z) and detritus (D), based on nitrogen as the exemplary
and only limiting nutrient. The model does not account
for limitations by other nutrients like iron or phosphorus
and neglects nitrogen fixation as well as denitrification.

Four experiments have been carried out with different
Panama sill depths to represent several stages in the gra-
dual closure of the seaway, for each of the two diffusivity
(Kυ) profiles. In the first experiment, which is the control
run for the preindustrial situation, the Panama gateway is
closed, while in the other experiments the sill depths are
130m (shallow), 700m (intermediate) and 2000m (deep),
respectively. The opening of the Panama gateway extends
over two grid boxes (one velocity grid point), which
corresponds to about 450 km. After integrating over
2000 yrs, the model is in equilibrium. For a more con-
venient distinction between the different experiments they
will hereafter be named LD, for low vertical diffusivity
parameterization (Kυ=0.3–1.3 cm2 s−1), HD for high
vertical diffusivity (Kυ=0.6–1.6 cm2 s−1), and further-
more theywill be assigned the suffixes ‘closed’, ‘shallow’,
‘intermediate’, or ‘deep’ to indicate the sill depth of the
Panama gateway.

3. Results

3.1. Ocean circulation

3.1.1. Barotropic flow
The depth integrated flow, which is mainly driven by

wind stress, is similar for both diffusivity setups and each
of the Panama sill depths. Noticeable changes associated
with the proceeding Panama closure are a weakening of
the clockwise gyre circulation in the low latitude Pacific
from 15 Sv to 5 Sv. Isolines crossing the Panama seaway
indicate net water mass transport from the Pacific into the
Atlantic Ocean (not shown). Note that these changes in
the barotropic flow are not caused by varying wind stress,
which is identical in all simulations. Rather they are a
consequence of changes in the baroclinic flow and its
interaction with topography (JEBAR effect).

3.1.2. Panama throughflow
As indicated by the barotropic circulation pattern,

water mass transports through the gateway are always
directed from the Pacific into the Atlantic. These tran-
sports are decreasing with shallowing of the sill (Table 1).
In total, for the LD experiments the transports decrease
from 10.6 Sv (deep) over 10 Sv (intermediate) to 5 Sv
(shallow). In the HD experiments the fluxes are generally
higher (16–7 Sv), but relative changes are comparable.
Although net transports are directed from the Pacific into
the Atlantic, seasonal reversals of the flow direction may
occur. For example, in the LD experiments, there are
seasonal reversals near the surface, with transports during
winter and spring directed from the Atlantic into the
Pacific (Fig. 1). For the deep opening we find seasonal
reversals of deepwater exchange (800–2000m) in the LD
experiment. No such reversals are apparent in the HD
experiment which simulates permanent outflow of deep
water from the Atlantic to the Pacific (Fig. 1), consistent
with results from Nisancioglu et al. [25].

The net water mass transport from the Pacific into the
Atlantic is maintained by a steric height gradient between
the two ocean basins as demonstrated earlier [3] and il-
lustrated in Fig. 2. Steric height in the Eastern Equatorial
Pacific is generally higher than in the Western North
Atlantic and the gradient increases with proceeding gate-
way closure, while there are no conderable differences
between LD and HD (Table 1). Steeper gradients of steric



Table 1
Panama sill depths for the different experiments as well as results for steric height gradients between different ocean basins, North Atlantic Deep
Water (NADW) formation rate and throughflow rates through the gateways of Panama and Indonesia, respectively

Experiment Sill
(m)

Steric height difference Gateway throughflow

Pacific–Atlantic
(m)

Pacific–Indian
(m)

NADW
(Sv)

Panamaa

(Sv)
Indonesiab

(Sv)

LDclosed 0 0.84 0.17 13.3 – 20.1
LDshallow 130 0.71 0.15 10.6 5 14.9
LDintermed 700 0.57 0.18 4.8 10 8.7
LDdeep 2000 0.56 0.18 5.5 10.6 8.0
HDclosed 0 0.85 0.19 18.3 – 23.7
HDshallow 130 0.70 0.17 16.6 6.9 17.0
HDintermed 700 0.57 0.18 13.1 15.8 7.4
HDdeep 2000 0.56 0.18 13.4 13.8 7.0
a Transport from Pacific into Atlantic.
b Transport from Pacific into Indian Ocean.
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height lead to higher current velocities through the
gateway for shallower sill depths, enabling a throughflow
of still 5–7 Sv for a 130 m deep sill. The higher through-
flow rates in the HD runs indicate that there is a further
influence of the deep water formation rate in the North
Atlantic on the throughflow, as the steric height gradients
in both lines of experiments are about the same, but as in
the HD experiments there is more deep water formation
taking place (see results below) this leads to a higher
throughflow through the Panama gateway.
Fig. 1. Annual and seasonal mean profiles of throughflow velocities
(m s−1) through the Panama gateway. Top: results for shallow and
intermediate sills (HD), bottom: deep sill (HD). Positive (negative)
values correspond to flow from (into) the Pacific into (from) the
Atlantic.
3.1.3. Atlantic THC
Along with the gradual closure of the Panamanian

seaway North Atlantic Deep Water (NADW) formation
intensifies in the model (Table 1). The rate of NADW
formation is defined as the maximum of the Atlantic me-
ridional overturning stream function below 300 m depth.
In the LD experiments NADW formation increases from
5.5 Sv (LDdeep) to 13.3 Sv (LDclosed). That is, meridional
overturning has almost collapsed for the deep and inter-
mediate sill depths and starts to develop from the interme-
diate sill depth onwards. In the HD setup, on the other
hand, there is a considerable amount of deep water for-
mation occurring at all times. Here the rates are increasing
from 13.4 Sv for the HDdeep experiment to 18.3 Sv for
HDclosed (Fig. 3 and Table 1). These results clearly show
the model sensitivity to vertical diffusion, however, the
modern overturning rates in both experiments are within
the range of current estimates for the maximum over-
turning based on models [39] and observations
[40,41,34]. An increase of NADW formation following
the Panama closure is also consistent with paleo records.
Haug and Tiedemann [9] found higher benthic δ13C
values and better carbonate preservation in the Caribbean
(ODP Site 999) during the time of the final closure of the
gateway (5–2 Ma), indicating stronger ventilation, pos-
sibly by more intense formation of upper NADW.

Forced by the increasing thermohaline circulation in
the North Atlantic a strengthening of the Gulf Stream and
the North Atlantic drift appears in our model, which is in
good agreement with earlier modeling studies [3,25,26].
Consequently, after the Panama closure, the modern type
of the Gulf stream circulation establishes with stronger
surface and sub-surface currents, leading to higher sea
surface temperatures (SST) and higher sea surface sali-
nities (SSS) in the North Atlantic (Fig. 4). The maximum
warming of 4 K (LD) to 6 K (HD) is found southwest of



Fig. 2. Steric height (m) for the intermediate Panama sill simulation (HD).
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Iceland from the deep to the closed passage runs. An
interglacial temperature rise of 2–3 K, as reconstructed
from deep sea sediments south of Iceland by Bartoli et al.
[16], is in reasonable agreement with the modeled
Fig. 3. Atlantic meridional overturning stream function (AMOC) for the ex
positive numbers indicate clockwise circulation; dashed lines and negative n
temperature change of 1.7 K (LD) in this area, when
changing from intermediate to shallow sill depth.
However, for the final closure (moving from shallow to
closed sill), there is only a small warming by about 0.3 K
periments HDdeep (top) and the HDclosed (bottom). Solid lines and
umbers show counter-clockwise circulation.
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(LD). This discrepancy in the timing is further discussed
in Section 4. The North Atlantic SST increase is
accompanied by rising SSS with a maximum difference
between the deep opening and closed sill of about 2 units,
located in the central Irminger Sea. At the same time SSTs
in the South Atlantic are decreasing by about 2–3 K in
concert with a moderate decrease of SSS by 0.5–1.

3.1.4. Indonesian throughflow
Transports through the Indonesian Archipelago are

highest for the closedPanama seaway situation (20–24Sv)
and lowest for the deep sills (8–7 Sv), demonstrating an
intimate connection between both gateways (Table 1).
Minor differences between LD and HD indicate that these
results are robust and largely independent of the actual Kυ

parameterization. The current transport estimates through
the archipelago range from 10 Sv (model result, [42]) to
16±5 Sv, obtained by inverse methods [34], i.e. our results
for the LD experiments are within the range of other
estimates, while the HD experiment seems to overestimate
the present day transport. During the closure of Panama, the
surface return flow of NADW upwelled in the Pacific can
no longer take the shortcut through Panama and now has to
Fig. 4. Differences in SST (top) and SSS (bottom) between the closed and dee
numbers indicate increasing temperatures and salinities, dashed lines and neg
between contour lines are 1 °C (top) and 0.5 °C (bottom).
embark on a longer journey back into theNorthAtlantic via
the Indonesian Gateway and the Indian Ocean. However,
sediment records suggest a lowering of the Indonesian
throughflow at the time around 5–3 Ma [43], i.e. prior to
the final closure. This is in contrast to ourmodel results, but
can be explained by tectonic movements within the
Indonesian Archipelago, restricting the throughflow [42],
which is not considered in our model framework.

3.2. Nutrients and primary productivity

The fundamental changes in ocean circulation asso-
ciated to the closing Panama seaway strongly affect nut-
rient distributions and marine productivity. Particularly at
higher latitudes, significant shifts are foundwith generally
decreasing surface nutrient concentrations in the North
Atlantic andArcticOcean and increasing surface nutrients
in the Southern Ocean (Fig. 5). The strongest relative
impact takes place in the North Atlantic, north of 40°N,
and in the Arctic Ocean, where surface nutrient concen-
trations are depleted by 30–50% with the transition from
the deep/intermediate sill depths to the shallow/closed
situation. This is caused by reduced advection of nutrient-
ply opened Panama gateway simulations (HD). Solid lines and positive
ative numbers show decreasing temperatures and salinities. Differences
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rich sub-surface waters from the Pacific through the
Panama gateway. As shown in Fig. 1, transport rates
through Panama are highest in the depth range between
300 and 500 m and even though surface nutrients are very
low in the low latitude Pacific there is a steep vertical
gradient with nitrate concentrations reaching values of
about 20 μmol kg−1 at 200 m water depth (not shown).
The restriction of nutrient-rich Pacific outflow leads to
nutrient depletion in the North Atlantic and Arctic surface
waters, which is further amplified by the effect of in-
creasing NADW formation, leaching out nutrients from
the Atlantic.

In the Southern Ocean the higher surface nutrient
concentrations are coming from deeper layers, which is
a result of the more intense thermohaline circulation
(THC), a similar effect as described in Schmittner [44].
Fig. 5. Differences in nutrient (nitrogen) concentrations and productivity be
difference in surface water (upper 100 m) nutrient concentration, center: diff
integral of difference in net primary production (NPP).
Local Southern Ocean nutrient stocks respond weakly to
the modeled gateway closure (Fig. 5); therefore, higher
surface nutrient concentrations reflect further progres-
sive nutrient depletion of deep waters (below 1000 m),
which is caused by the injection of low nutrient NADW
(not shown).

In the low latitude oceans, where surface water
nutrient concentrations are generally low, the influence
of the closing gateway is rather small, except for the
Eastern Equatorial Pacific (EEP), where restriction of
the outflow and slightly stronger upwelling, also a con-
sequence of the Panama closure, strongly increase sur-
face nutrient concentrations (Fig. 5). The amount of
upwelling increase is in the order of up to 5 cm day−1

for the EEP surface water (upper 50 m), which corres-
ponds well to earlier results from Maier-Reimer et al.
tween the closed and deep Panama gateway simulations (HD). Top:
erence in vertically integrated nutrient concentrations, bottom: vertical



Table 2
Model results of integrated net primary production (NPP)

Experiment Global
(Gt C yr−1)

N-Atlantica

(Gt C yr−1)
EEPb

(Gt C yr−1)
N-Pacificc

(Gt C yr−1)

LDclosed 30.5 2.4 3.8 3.5
LDshallow 28.2 2.8 2.7 3.7
LDintermed 23.9 3.3 1.0 2.8
LDdeep 24.0 3.3 1.1 2.8
HDclosed 53.3 3.4 8.7 5.4
HDshalllow 48.7 5.0 5.0 5.5
HDintermed 44.6 5.3 2.3 5.0
HDdeep 45.0 5.2 2.4 5.2
a 30°–60°N.
b 20°S–30°N, 110°–70°W.
c 30°–65°N.
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[23]. Although the amount of this change may be small,
on longer time scales even a slight change in the vertical
velocity leads to a shallowing of the nutricline.

Depth-integrated nutrient concentrations decrease in
the entire Atlantic and Arctic Oceans (Fig. 5), due to
decreased import from the Pacific through the Panama
gateway and to increased rates of low nutrient NADW
formation. The Southern Ocean seems to remain almost
unaffected, whereas the nutrient inventory in the Eastern
Equatorial Pacific (EEP) is strongly growing in concert
with the gradual closure of the Panama gateway. Espe-
cially in the HD experiments nutrient stocks are doub-
ling here with closure of the gateway.

The changing nutrient distributions leave their imprint
onmarine productivity patterns (Fig. 5). Generally, in both
diffusivity setups globally integrated NPP is increasing by
20–25% from the deep sill until closure of the seaway
(Table 2). This increase is basically consistent with model
results of Heinze and Crowley [30], however, absolute
rates of NPP are different between the two diffusivity
setups. In the LD experiments NPP is significantly lower
than in the HD experiments, so that lowest global NPP is
found for LDdeep and LDintermediate (24 Gt C yr−1), which
then increases to a value of about 30 Gt C yr−1 in the
LDclosed experiment. For the HD experiments lowest NPP
is also simulated for the deep and intermediate sill depths,
but still much higher values of about 45 Gt C yr−1 are
achieved here, which then increase to 53 Gt C yr−1 after
closure. Differences between the two diffusivity setups are
caused by the shallower nutricline in the HD experiments
[29], whichmakesmore nutrients available for production.
The general increase of global NPP with closing Panama
seaway in both lines of experiments can be explained by
intensification of the meridional overturning circulation,
which reduces the ocean mixing time and thus accelerates
upwelling of nutrient-rich deep waters, which in turn
maintains higher productivity at the sea surface [44].

In the North Atlantic, however, NPP does not follow
the global trend of increasing productivity with proceed-
ing Panama closure. Here, between 30° and 60°N, NPP is
decreasing by about 30% from the deep to the closed sill
for both diffusivities (Table 2), caused by the depletion of
nutrient stocks due to the Panama closure (Fig. 5). Espe-
cially in the HD experiment there is a pronounced drop in
the North Atlantic NPP related to the final closure. The
results are consistent with a change in the benthic fora-
minifera species assemblage at ODP Site 984 (south of
Iceland), indicating a switch in the dominating species
from a high to a low productive species around (2.75 Ma)
the time of the final closure [16]. However, we cannot
exclude that the observed productivity drop was caused
by a different process, like e.g. the onset of the ice ages.
Further discussion of the productivity changes, in par-
ticular with regard to the timing, is provided in Section 4.

In the North Pacific, north of 30°N, there is a 30%
increase ofNPP from the deep to the shallow sill in the LD
experiments, but then NPP is slightly decreasing again
(Table 2). For the same time in the HD experiments, there
are only minor variations of ±6% for NPP at different sill
depths. Sediment records [20] show a gradual increase in
opal accumulation rates from 6 to 3 Ma BP, not
inconsistent with the simulated increase in productivity.
However, the sharp drop in the observations at the time of
the final closure cannot be reproduced by the model. This
drop is generally interpreted as a reduction of marine
productivity at that time [20] associated with the deve-
lopment of a strong halocline after the Panama closure.
One possible reason for this discrepancy is the neglect of
changes in Bering Strait throughflow in our simulations.
Reduced flow of fresh North Pacific waters through
Bering Strait into the Arctic in response to sea level
lowering after the onset of glaciation would have in-
creased stratification in the North Pacific.

In ourmodel simulations, the strongest regional impact
of the closing Panama seaway on NPP is found in the
Equatorial East Pacific (EEP), where the model results
show a more than 3-fold increase from the deep sill to
closed Panama for both diffusivities. This result is con-
sistent with sediment records, which show an eastward
shift in the maximum of CaCO3 accumulation rates from
100° and 110°W around 6 Ma towards the South Ame-
rican continent between 80° and 90°Waround 3 Ma [45]
as well as a similar shift in opal accumulation [46]. At the
same time, a clear drop in the δ13C values of benthic
foraminifera fromODP Site 677 (Leg 111, PanamaBasin,
1°N, 84°W, 3461 m) [47] indicates higher nutrient con-
centrations in the bottom water. These higher nutrient
concentrations in the deep Panama basin may be caused
by two factors, accumulation of nutrients due to the
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gradual gateway closure on the one hand (Fig. 5) and
enhanced flux of organic material on the other hand,
delivering δ13C depleted material to the sea floor. In-
creased productivity, sinking and remineralization of or-
ganic matter would also have led to the intensification of
the oxygen minimum zones and hence denitrification.
This negative feedback, which is not included in the
model, would have muted the EEP productivity increase
in the real world.

Taken together, the modeled effects of the Panama
closure on nutrient distributions and marine productivity
are largely consistent with sediment records. Especially
a pronounced drop in the North Atlantic NPP can be
supported by a change in species compositions, indi-
cating a switch from high to low productive species at
the time of the final closure [16]. Furthermore, a massive
NPP increase in the Eastern Equatorial Pacific (EEP)
correlates very well with increasing and eastward shif-
ting mass accumulation rates of CaCO3 [45] and opal
[46], as well as with decreasing 13C from benthic fora-
minifera in the Panama basin (ODP Site 677) [47].

4. Discussion

Clearly, the closure of the Panama gateway resulted in
the establishment of the modern ocean circulation pattern.
Intensified thermohaline circulation (THC) is caused by
reduced inflow of fresh surface water from the Pacific into
the Atlantic and further advection to the North Atlantic
areas of deep water formation. Increased densities in the
North Atlantic strengthen the meridional gradient in
depth-integrated steric height (Fig. 2), thereby accelerat-
ing the meridional overturning. However, quantitatively
large differences are found for different values of vertical
diffusivity (Kυ) in the model. Particularly, the simulations
with intermediate and deep (700 and 2000 m) sill depth
show a collapsed overturning for the weak mixing case
(LD), whereas in the high mixing case (HD) still a consi-
derable amount of NADW is produced. These differences
might also explain discrepancies between different
models [24,3,25,26,23,27]. As there is lingering disagree-
ment about the quantification of Kυ [33–36], judgment of
the different simulations might be aided by a comparison
with the paleo proxy record.

The first appearance of NADW, or an early precursor
of it, is determined by seismic stratigraphy analysis for the
early Oligocene, at about 35 Ma [48]. This finding
replaces results from earlier studies, which scheduled the
onset of NADW formation for the Miocene or Pliocene,
however, it merely describes the existence of a southward
directed deep water current in the North Atlantic, rather
than its strength and climatic relevance.Wright andMiller
[12] found a correlation between mantle plume activity at
the Greenland–Scotland–Ridge and the production of
Northern Component Water (NCW), which first occurred
at about 17Ma and is the source of NADW. In their study,
high tectonic activity is associated with a shoaling of the
ridge and thus ceasingNCW formation,while less activity
permitted NCW formation to recover. However, they
concluded that tectonic activity has not triggered the long-
term climate trend during Neogene, but certain Miocene
and Pliocene climatic optima and coolings seem to be
amplified by the ridge activity.

Assessment of the Neogene evolution of the strength of
Atlantic THC and its variability in the current literature
reveals sometimes conflicting results based on different
paleo proxy records. A succinct overview is given by
Frank et al. [49].Generally, δ13C frombenthic foraminifera
which is used to infer changes in ocean ventilation rates
from nutrient concentrations (high δ13C=low nutrient
concentration=good ventilation), shows an increase in
NADW formation with the gradual Panama closure. For
example, Bickert et al. [50] found the deep Atlantic Ocean
to be well ventilated as early as 8 Ma ago and Haug and
Tiedemann [9] determined higher δ13C ratios accompanied
by better carbonate preservation in Caribbean sediments
(ODP Site 999) for the time around the final closure (5–
3 Ma), indicating better ventilation, as already mentioned
above. On longer time scales, Frank et al. [49] determined
from Nd and Pb isotopes of ferromanganese crusts, that
during the last 14 Ma there was a considerable amount of
NADW formation constantly taking place, which, since
the onset of Northern Hemisphere glaciation (NHG) at
about 3 Ma, progressively decreased. The decrease is
quantified in the order of magnitude of 14–37%, when
comparing NADW formation at 3.5 Ma with the present
(interglacial) value. However, as the growth of ferroman-
ganese crusts is very slow, in the order of a fewmillimeters
per Ma, their temporal resolution is low. Especially for the
time interval from 3 Ma, when glacial periods prevailed,
the results of Frank et al. [49] may be biased towards
glacial conditions, which can explain the tendency to
obtain lower ventilation rates from these records.

The discussion shows that a straightforward determi-
nation of the total amount of NADW formation and its
variability can neither be obtained by paleo records nor
by climate models alone. Therefore, to achieve a better
quantitative estimate, an approach linking both models
and observations should be pursued. As a first step, we
correlate modeled and observed δ13C distributions,
which should allow to find the model solution which is
in best agreement with proxy records. For the modeled
δ13C values we use a linear relationship of nutrient
concentrations versus δ13C, which is determined from
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modern data (WOCE, http://www.ewoce.org), as
δ13C=0.05 ·NO3+2.13, and assume this relation to be
valid also for the Pliocene. Note that changes in frac-
tionation due to air–sea gas exchange are neglected in
this approach.

The so obtained model δ13C values (Fig. 6) are
compared with the results from Ravelo and Andreasen
[5], who determinedmeridional transects of δ13C from the
Atlantic and the Pacific for recent values and the early
Pliocene (3.1–4.4 Ma). Using model-derived δ13C values
from locations of 11 sediment cores we find that the best
agreement, i.e. highest correlation coefficient (R=0.926)
and lowest rms-pattern error (rmsp=0.38), for modern
δ13C is obtained for the HDclosed experiment. This in-
dicates that among the model setups used here the HD
parameterization seems to represent the modern circula-
tion pattern better than using LD. However, for the early
Pliocene sediment δ13C values, we also find the best
correlation with HDclosed (R=0.829). This result indicates
that the early Pliocene Atlantic meridional overturning
circulation was not weaker than it is today and is not
inconsistent with the conclusion of Ravelo andAndreasen
[5] that it was even stronger than today. An incongruity
seems to exist between this conclusion and the assertions
made above after which the simulated effect of the final
Fig. 6. Model-derived δ13C cross sections through the Atlantic Ocean along
shallow sill (bottom).
closure on ocean circulation, SSTs and productivity in the
North Atlantic seem to be consistent with the observations
from Bartoli et al. [16].

The most likely explanation of this discrepancy is
related to model resolution and gateway aperture. Geo-
logic reconstructions suggest a complex topography of the
seaway with possibly several narrow openings and the
appearance of islands [51]. Due to the coarse resolution of
the model the gateway is oversimplified and probably too
wide. It is therefore likely that the throughflow in the real
world was much more restricted than simulated by the
model. Our shallow sill simulations therefore are probably
more representative of a time period distinctly earlier than
about 4–3 Ma BP. Consequently, in our shallow sill ex-
periments the throughflow and hence the influence of low
salinity surface and sub-surface waters advection from the
Pacific on NADW formation is probably overestimated.
Thus, it seems possible that the observations from the
North Atlantic during the final closure from 3.3 to 2.5 Ma
[16], i.e. a transient, step-wise interglacial warming and
the decrease of productivity, might either not be caused by
a change of the Panamanian throughflow or that the
throughflow restrictions were reversible and not monot-
onous. Irrespective, themechanism causing the intensified
circulation during the early Pliocene as found by Ravelo
25°W from the HD experiments for the modern situation (top) and the

http://www.ewoce.org
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and Andreasen [5] remains unknown and is not con-
sidered in our model framework. An alternative, but
maybe less likely, explanation of the above mentioned
incongruity might be that the circulation was strong du-
ring the early Pliocene despite considerable throughflow
through Panama and that it even further intensified during
the final gateway closure, causing the observed warming
and productivity decrease observed in the North Atlantic.

Modeled changes in marine nutrient concentrations
caused by the closure of the Panama gateway are also
largely consistent with sediment records, especially the
pronounced drop of North Atlantic NPP at the transition
from shallow to closed sill in the HD experiments, cor-
responds very well to a record of a change in species
composition of benthic foraminifera towards a lower
productive species [16]. In the eastern equatorial Pacific
increased productivity fromourmodel results is supported
by sediment records showing higher mass accumulation
rates ofCaCO3 [45] and opal [46], aswell as by decreasing
δ13C from benthic foraminifera [47]. Whereas in the
subarctic North Pacific results from our model experi-
ments and sediment records diverge. While the model
simulates a slight increase in productivity, there is a pro-
nounced drop in opal mass accumulation rates around the
time of the final Panama closure in the observations [20].
There may have been, however, other circulation-driven
changes involved leading to the observed changes in
sedimentation/accumulation patterns. For example, the
drop in opal accumulation might be related to higher iron
input into the North Pacific, which is reported to have
started to increase as early as 3.6 Ma ago [52], and which
may have lead to a change in the silicon to nitrogen uptake
ratios of marine plankton. Generally, the molar Si/N
uptake ratio of diatoms is about 4 :1 under iron limitation
and shifts towards 1 :1 when iron is replete [53,54]. Con-
sequently, higher iron deposition, as it is expected to have
occurred in the North Pacific after the onset of NHG, may
have changed the Si/N uptake ratios, requiring more
nitrogen per mol silicon which is taken up by diatoms.
This includes that diatom cells are less silicified and thus
not as heavy as before and probably more prone to
dissolution. This theory is consistent with sediment re-
cords showing decreasing silicon isotope values [55] with
increasing δ15N values (ODP Site 882, Leg 145, Subarctic
Northwest Pacific, 50.35°N, 167.58°E, 3244 m) at the
time of the drop in opal accumulation rates [20]. If only
productivity had decreased in general, both isotope ratios
should have changed into the same direction, i.e. both
should have become lower. This oppositional behavior,
however, indicates that there was probably a shift from a
silicon and/or iron limited production prior to the NHG
(and Panama closure, respectively) towards a nitrogen
limited system during the glacial period (after Panama
closure, respectively). The emergence of nitrogen limita-
tion was furthermore supported by higher silicate and
lower nitrogen advection from the sub Antarctic into the
North Pacific during glacials than during interglacials
[54], so that in total North Pacific marine productivitymay
have decreased, although ‘iron fertilization’ took place. In
summary, the changes in nutrient cycling,whichmay have
caused the drop in opal accumulation rates in the North
Pacific (ODP Site 882) are not necessarily directly related
to the closure of the Panama Gateway. But if the closing
gateway caused the onset of NHG, this might have caused
increased stratification and lower opal accumulation.

The role of changes in ocean circulation caused by the
closure of the Panama gateway on the intensification of
Northern Hemisphere glaciation (NHG) is still not clear,
yet the temporal coincidence remains striking. From our
results, it seems that important changes in ocean
circulation can already be found at the transition from
intermediate to shallow sill and further on from shallow
sill to the complete closure. Especially for the LD expe-
riments considerable deep water formation in the North
Atlantic does not start until there is a shallow sill at the
Panama gateway, which is far before NHG. Similar as in
Klocker et al. [56] we found that after closure of the
Panama gateway stronger northward heat and moisture
transports indeed leads to higher precipitation, also as
snow, over Greenland, which would support an intensi-
fication of the NHG. Nevertheless, we can not find
significant differences in the extension of the Greenland
ice sheet neither between different gateway configura-
tions nor different diffusivity setups. Furthermore, the
effects of increased deep water formation and higher
marine NPP which are both assumed to lead to stronger
CO2-drawdown from the atmosphere into the ocean, turn
out to have only a minor impact on the atmospheric pCO2

as indicated by simulations with the same model but
including the marine carbon cycle (unpublished results).
Therefore, from our model results, the hypothesis of the
closure of the Panama gateway as a major mechanism for
the intensification of NHG cannot be confirmed. There
may however, be some drawbacks in the application of a
seasonally prescribed energy–moisture balance model of
the atmosphere, which is probably not suitable to capture
delicate changes in the balance of snow accumulation/
glacier melt at high latitudes, which in turn is an important
mechanism decidingwhether an ice sheet builds up or not.

We can conclude that the Panama closure induced
changes in ocean circulation that supported, but obviously
did not finally cause the intensification of the NHG
around 2.75 Ma. Probably, a sum of different factors
including ocean circulation changes [23,24,3,25–27],
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changing precipitation patterns in high latitudes
[10,56,21], CO2 drawdown from increased marine pro-
ductivity, CO2 drawdown from increased mineral rock
weathering [57,58] in conjunction with favorable orbital
conditions [9,59] lead to the final switch to glacial/inter-
glacial cycles.

5. Conclusions

• Gateway configurations have a strong impact on
ocean circulation, particularly the closure of the
Panamanian seaway caused fundamental changes,
leading to the build up of the modern type conveyor
belt circulation pattern.

• Restriction of relatively fresh upper ocean flow from
the Pacific into the Atlantic increases NADW
production and the Indonesian Throughflow. How-
ever, model results for changes in NADW formation
rates show large discrepancies depending on the
model configuration.

• Surface velocities through the gateway increase with
shallowing sill depth due to increasing steric height
differences between the Atlantic and the Pacific.

• Assessing the strength and variability of the (paleo-)
THC is not a trivial task as model results depend on
the parameterization of sometimes only weakly con-
strained parameters like, e.g. Kυ and sediment δ13C
records, are perturbed by global signals. We show
that linking δ13C records and model simulated δ13C
patterns is a promising approach to assess circulation
changes.

• Changes in nutrient distributions associated to
reorganizations of ocean circulation lead to shifts in
productivity patterns, which are recorded in deep sea
sediments from the North Atlantic and the Eastern
Equatorial Pacific (EEP): reduced inflow of high
nutrient sub-surface water from the Pacific decreased
productivity in the Atlantic while in the EEP
productivity strongly increased.

Acknowledgments

We would like to thank Peggy Delaney and two
anonymous reviewers for their very helpful comments
on an earlier version of this manuscript. This work was
supported by the Deutsche Forschungsgemeinschaft
(DFG) within the Research Unit 451 ‘Ocean Gateways’.

References

[1] A. Schmittner, M. Sarnthein, H. Kinkel, G. Bartoli, T. Bickert, M.
Crucifix, D. Crudeli, J. Groeneveld, F. Kosters, U. Mikolajewicz,
C. Millo, J. Reijmer, P. Schafer, D. Schmidt, B. Schneider, M.
Schulz, S. Steph, R. Tiedemann, M. Weinelt, M. Zuvela,
Global impact of the Panamanian seaway closure, EOS 85
(2004) 526.

[2] L.D. Keigwin, Isotopic paleoceanography of the Caribbean and
east Pacific: role of Panama uplift in late Neogene time, Science
217 (1982) 350–352.

[3] U. Mikolajewicz, T.J. Crowley, Response of a coupled ocean/
energy balance model to restricted flow through the Central
American Isthmus, Paleoceanography 12 (1997) 429–441.

[4] M.E. Raymo, B. Grant, M. Horowitz, G.H. Rau, Mid-Pliocene
warmth: stronger greenhouse and stronger conveyor, Mar.
Micropaleontol. 27 (1996) 313–326.

[5] A.C. Ravelo, D.H. Andreasen, Enhanced circulation during a
warm period, Geophys. Res. Lett. 27 (7) (2000) 1001–1004.

[6] A.C. Ravelo, D.H. Andreasen, M. Lyle, A.O. Lyle, M.W. Wara,
Regional climate shifts caused by gradual cooling in the Pliocene
epoch, Nature 429 (2004) 263–267.

[7] W.A.Berggren, C.D.Hollister, Paleogeography, paleobiogeography,
and the history of circulation of the Atlantic Ocean, in: W.W. Hay
(Ed.), Studies in Paleoceanography, Soc. Econ. Paleontol. Mineral.
Spec. Publ., 1974, 1974, pp. 126–186.

[8] W.H. Berger, G. Wefer, Central themes of South Atlantic
circulation, in: G. Wefer (Ed.), The South Atlantic: Present and
Past Circulation, Springer-Verlag, Berlin, 1996, pp. 1–11.

[9] G.H. Haug, R. Tiedemann, Effect of the formation of the Isthmus
of Panama on Atlantic Ocean thermohaline circulation, Nature
393 (1998) 673–676.

[10] N.W. Driscoll, G. Haug, A sort circuit in thermohaline
circulation: a cause for Northern Hemisphere glaciation, Science
282 (1998) 436–438.

[11] H. Duque-Caro, Neogene stratigraphy, paleoceanography and
paleobiogeography in northwest South America and the
evolution of the Panama Seaway, Palaeogeogr. Palaeoclimatol.
Palaeoecol. 77 (1990) 203–234.

[12] J.D. Wright, K.G. Miller, Control of North Atlantic Deep Water
circulation by the Greenland–Scotland Ridge, Paleoceanography
11 (2) (1996) 157–170.

[13] G.H. Haug, R. Tiedemann, R. Zahn, A.C. Ravelo, Role of
Panama uplift on oceanic freshwater balance, Geology 29 (3)
(2001) 207–210.

[14] S. Steph, R. Tiedemann, J. Groeneveld, D. Nurnberg, L.
Reuning, G. Haug, Changes in Caribbean surface hydrography
during the Pliocene shoaling of the Central American Seaway,
Paleoceanography (submitted for publication).

[15] J. Groeneveld, D.Nurnberg, S. Steph, R. Tiedemann, G.-J.
Reichart, L. Reuning, D. Crudeli, The Pliocene Mg/Ca SST
increase in the Caribbean: Western Atlantic Warm Pool
formation, salinity influence or diagenetic overprint? Geochem.
Geophys. Geosyst. (submitted for publication).

[16] G. Bartoli, M. Sarnthein, M. Weinelt, H. Erlenkeuser, D. Garbe-
Schonberg, W. Lea, Final closure of Panama and the onset of
Northern Hemisphere glaciation, Earth Planet. Sci. Lett. 237
(2005) 33–44.

[17] L.G. Marshall, S.D. Webb, J.J. Sepkoski, D.M. Raup, Mamma-
lian evolution and the Great American Interchanage, Science 215
(1982) 1351–1357.

[18] M.A.Maslin, G.H. Haug, R. Tiedemann, H. Erlenkeuser, R. Stax,
Northwest Pacific site 882: the initiation of Northern Hemisphere
glaciation, in: D.K. Rea, I.A. Basov, D.W. Scholl, J.F. Allan
(Eds.), Proceedings of the Ocean Drilling Program, Scientific
Results, vol. 145, ODP, 1995, pp. 315–329.



379B. Schneider, A. Schmittner / Earth and Planetary Science Letters 246 (2006) 367–380
[19] H. Flesche Kleiven, E. Jansen, T. Fronval, T.M. Smith,
Intensification of Northern Hemisphere glaciations in the circum
Atlantic region (3.5–2.4 Ma) – ice-rafted detritus evidence,
Palaeogeogr. Palaeoclimatol. Palaeoecol. 184 (2002) 213–223.

[20] G.H. Haug, D. Sigman, R. Tiedemann, T.F. Pedersen, M.
Sarnthein, Onset of permanent stratification in the subarctic
Pacific Ocean, Nature 401 (1999) 779–782.

[21] G.H. Haug, A. Ganopolski, D.M. Sigman, A. Rosell-Mele,
G.E.A. Swann, R. Tiedemann, S.L. Jaccard, J. Bollmann, M.A.
Maslin, M.J. Leng, G. Eglinton, North Pacific seasonality and the
glaciation of North America 2.7 million years ago, Nature 433
(2005) 821–825.

[22] D. Nof, S. Van Gorder, Did an open Panama Isthmus correspond
to an invasion of Pacific water into the Atlantic? J. Phys.
Oceanogr. 33 (7) (2002) 1324–1336.

[23] E. Maier-Reimer, U. Mikolajewicz, T. Crowley, Ocean general
circulation model sensitivity experiment with an open Central
American Isthmus, Paleoceanography 5 (3) (1990) 349–366.

[24] U. Mikolajewicz, E. Maier-Reimer, T. Crowley, K.-Y. Kim,
Effect of Drake and Panamanian Gateways on the circulation of
an ocean model, Paleoceanography 8 (4) (1993) 409–426.

[25] K.H. Nisancioglu, M.E. Raymo, P.H. Stone, Reorganization of
Miocene deep water circulation in response to the shoaling of the
Central American Seaway, Paleoceanography 18 (1).

[26] M. Prange, M. Schulz, A coastal upwelling seesaw in the Atlantic
Ocean as a result of the closure of the Central American Seaway,
Geophys. Res. Lett.

[27] T.Q. Murdock, A.J. Weaver, A.F. Fanning, Paleoclimatic response
of the closing of the Isthmus of Panama in a coupled ocean–
atmosphere model, Geophys. Res. Lett. 24 (3) (1997) 253–256.

[28] M. Prange, G. Lohmann, A. Paul, Influence of vertical mixing on
the thermohaline hysteresis: analyses of an OGCM, J. Phys.
Oceanogr. 33 (2003) 1707–1721.

[29] A. Schmittner, A. Oschlies, X. Giraud, M. Eby, H.L. Simmons, A
global model of the marine ecosystem for long-term simulations:
sensitivity to ocean mixing, buoyancy forcing, particle sinking and
dissolved organic matter cycling, Glob. Biogeochem. Cycles 19.

[30] C. Heinze, T.J. Crowley, Sedimentary response to ocean gateway
circulation changes, Paleoceanography 12 (6) (1997) 742–754.

[31] R.C. Pacanowski, MOM 2 Documentation, User's Guide and
Reference Manual, Tech. Rep. 3, Geophys. Fluid Dyn. Lab. Ocean
Group, Princeton, N.J., 1990.

[32] P.R. Gent, J.C. McWilliams, Isopycnal mixing in ocean
circulation models, J. Phys. Oceanogr. 20 (1990) 150–155.

[33] J.R. Ledwell, A.J. Watson, C.S. Law, Evidence for slow mixing
across the pycnocline from an open-ocean tracer release expe-
riment, Nature 364 (1994) 701–703.

[34] A. Ganachaud, C. Wunsch, Improved estimates of global ocean
circulation, heat transport and mixing from hydrographic data,
Nature 408 (2000) 453–457.

[35] K. Heywood, A.C. Naveira Garabato, D.P. Stevens, High mixing
rates in the abyssal Southern Ocean, Nature 415 (2002)
1011–1014.

[36] A.C. Naveira Garabato, K.L. Polzin, B.A. King, K.J. Heywood,
M. Visbeck,Widespread intense turbulent mixing in the Southern
Ocean, Science 303 (2004) 210–213.

[37] C.M. Bitz, M.M. Holland, A.J. Weaver, M. Eby, Simulating the
ice-thickness distribution in a coupled climate model, J. Geo-
phys. Res. 106 (2001) 2441–2464.

[38] A.J. Weaver, M. Eby, E.C. Wiebe, C. Bitz, P.B. Duffy, T.L. Ewen,
A.F. Fanning, M.M. Holland, A. MacFadyen, H.D. Matthews, K.
J. Meissner, O. Saenko, A. Schmittner, H. Wang, M. Yoshimori,
The Uvic Earth System Climate Model: model description,
climatology, and applications to past, present and future climates,
Atmos. Ocean. Opt. 4 (2001) 361–428.

[39] S.J. Lambert, G.J. Boer, CMIP1 evaluation and intercomparison
of coupled climate models, Clim. Dyn. 17 (2001) 83–106.

[40] J.L. Talley, L.D. Reid, P.E. Robbins, Data-based meridional
overturning stream functions for the global ocean, J. Clim. 19
(2003) 3213–3226.

[41] W.M. Smethie, R.A. Fine, Rates of North Atlantic Deep Water
formation calculated from chlorofluorocarbon inventories, Deep-
Sea Res., Part 1, Oceanogr. Res. Pap. 48 (2001) 189–215.

[42] W. Kuhnt, A. Holbourn, R. Hall, M. Zuvela, R. Käse, Neogene
history of the Indonesian throughflow, in: P. Clift, P. Wang, W.
Kuhnt, D.E. Hayes (Eds.), Continent–Ocean Interactions within
the East Asian Marginal Seas, AGU Geophysical Monograph,
vol. 149, 2004, pp. 299–320.

[43] M.S. Srinivasan,D.K. Sinha, Early Pliocene closing of the Indonesian
Seaway: evidence from north-east Indian Ocean and Tropical Pacific
deep sea cores, J. Asian Earth Sci. 16 (1) (1998) 29–44.

[44] A. Schmittner, Decline of the marine ecosystem caused by a
reduction in the Atlantic overturning circulation, Nature 434
(2005) 628–633.

[45] M. Lyle, Neogene carbonate burial in the Pacific Ocean,
Paleoceanography 18.

[46] J.W. Farrell, I. Raffi, T.R. Janecek, D.W. Murray, M. Levitan,
K.A. Dadey, K.-C. Emeis, M. Lyle, J.-A. Flores, S. Hovan, Late
Neogene sedimentation patterns in the eastern equatorial Pacific
Ocean, in: N.G. Pisias, L.A. Mayer, T.R. Palmer-Julson, T.H. van
Andel (Eds.), Proceedings of the Ocean Drilling Program, vol.
138, ODP, 1995, pp. 717–756.

[47] A.C. Mix, N.G. Pisias, W. Rugh, J. Wilson, A. Morey, T.K.
Hagelberg, Benthic foraminifer stable isotope record from site
849 (0–5 Ma): local and global climate changes, in: N.G. Pisias,
L.A. Mayer, T.R. Palmer-Julson, T.H. van Andel (Eds.),
Proceedings of the Ocean Drilling Program, vol. 138, ODP,
1995, pp. 371–412.

[48] R. Davies, J. Cartwright, J. Pike, C. Line, Early Oligocene
initiation of North Atlantic Deep Water formation, Nature 410
(2001) 917–920.

[49] M. Frank, N. Whiteley, K.S., J.R. Hein, K. O'Nions, North
Atlantic Deep Water export to the Southern Ocean over the past
14 Myr: evidence from Nd and Pb isotopes in ferromanganese
crusts, Paleoceanography 17 (2).

[50] T. Bickert, G.H. Haug, R. Tiedemann, Late Neogene benthic
stable isotope record of Ocean Drilling Program Site 999:
implications for Caribbean paleoceanography, organic carbon
burial, and the Messinian Salinity Crisis, Paleoceanogrphy 19.

[51] A.G. Coates, L.S. Collins, M.-P. Aubry, W.A. Berggren, The
geology of the Darien, Panama, and the late Miocene–Pliocene
collision of the Panama arc with northwestern South America,
GSA Bull. 116 (11/12) (2004) 1327–1344.

[52] D.K. Rea, H. Snoeckx, L.H. Joseph, Late Cenozoic Eolian
deposition in the North Pacific: Asian drying, Tibetan uplift, and
cooling of the Northern Hemisphere, Paleoceanogrphy 13 (3)
(1998) 215–224.

[53] D.A. Hutchins, K.W. Bruland, Iron-limited diatom growth and
Si:N uptake ratios in a coastal upwelling regime, Nature 393
(1998) 561–564.

[54] M.A. Brzezinski, M.-L. Dickson, D.M. Nelson, R. Sambrotto,
Ratios of Si, C and N uptake by microplankton in the Southern
Ocean, Deep-Sea Res., Part 2, Top. Stud. Oceanogr. 50 (2003)
619–633.



380 B. Schneider, A. Schmittner / Earth and Planetary Science Letters 246 (2006) 367–380
[55] B.C. Reynolds, M. Frank, A.N. Halliday, S.L. Jaccard,
Oceanographic reorganizations at 2.7 Ma recorded by silicon
isotope values, Poster, 8th International Conference on Paleo-
ceanography (ICP 8), Sept. 5–10, Biarritz, France, September
2004.

[56] A. Klocker, M. Prange, M. Schulz, Testing the influence of the
Central American Seaway on orbitally forced Northern Hemi-
sphere glaciation, Geophys. Res. Lett.

[57] M.E. Raymo, The initiation of Northern Hemisphere glaciation,
Annu. Rev. Earth Planet. Sci. 22 (1994) 353–383.
[58] C. France-Lanord, L.A. Derry, Organic carbon burial forcing of
the carbon cycle from Himalayan erosion, Nature 390 (1997)
65–67.

[59] X.S. Li, A. Berger, M.F. Loutre, M.A. Maslin, G.H. Haug, R.
Tiedeman, Simulating late Pliocene Northern Hemisphere
climate with the LLN 2-D model, Geophys. Res. Lett. 25 (6)
(1998) 915–918.


	Simulating the impact of the Panamanian seaway closure on ocean circulation, marine productivit.....
	Introduction
	Model and experiments
	Results
	Ocean circulation
	Barotropic flow
	Panama throughflow
	Atlantic THC
	Indonesian throughflow

	Nutrients and primary productivity

	Discussion
	Conclusions
	Acknowledgments
	References


