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Recent work has demonstrated that horizontal saccadic eye movements enhance verbal episodic memory
retrieval, particularly in strongly right-handed individuals. The present experiments test three primary
assumptions derived from this research. First, horizontal eye movements should facilitate episodic mem-
ory for both verbal and non-verbal information. Second, the benefits of horizontal eye movements should
only be seen when they immediately precede tasks that demand right and left-hemisphere processing
towards successful performance. Third, the benefits of horizontal eye movements should be most pro-
nounced in the strongly right-handed. Two experiments confirmed these hypotheses: horizontal eye
movements increased recognition sensitivity and decreased response times during a spatial memory test
relative to both vertical eye movements and fixation. These effects were only seen when horizontal eye
movements preceded episodic memory retrieval, and not when they preceded encoding (Experiment 1).
Further, when eye movements preceded retrieval, they were only beneficial with recognition tests
demanding a high degree of right and left-hemisphere activity (Experiment 2). In both experiments
the beneficial effects of horizontal eye movements were greatest for strongly right-handed individuals.
These results support recent work suggesting increased interhemispheric brain activity induced by bilat-
eral horizontal eye movements, and extend this literature to the encoding and retrieval of landmark
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1. Introduction

Arich understanding of geographic information requires knowl-
edge of both the characteristics of landmarks and their unique
locations in space (e.g., Brown & Kosslyn, 1995; Brunyé & Taylor,
2008a, 2008b; Hegarty & Kozhevnikov, 1999). Indeed knowing
the visual characteristics of Checkpoint Charlie is of minimal use
to navigation without understanding its location within Berlin.
Conversely, knowing which city area contains a phone booth is
only useful when one complements this knowledge with the
booth’s unique shape, color, and size. Given the practical impor-
tance of accurately recalling memories for landmark characteris-
tics and location, it is of interest to better understand how the
brain accomplishes this feat and how it might be improved. Several
decades of work in cognitive neuroscience demonstrate the impor-
tance of bilateral brain activity during the successful retrieval of
landmark feature and location information (e.g., Aguirre & D’Esposito,
1997; Kohler, Moscovitch, Winocur, Houle, & McIntosh, 1998; Owen,
Milner, Petrides, & Evans, 1996b; for a review, see Cabeza & Nyberg,
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2000). The present study capitalizes on this work and examines
whether facilitating the interactivity of right and left brain hemi-
spheres through horizontal saccadic eye movements can enhance
the retrieval of spatial (location) and non-spatial (shape) information.

Interaction between the right and left cerebral hemispheres is
essential to the performance of many complex cognitive tasks,
including old/new recognition in episodic memory paradigms
(i.e., Nolde, Johnson, & Raye, 1998). Recent research suggests that
one way to increase baseline interhemispheric brain interaction is
via repetitive bilateral horizontal saccades (for a review, see Prop-
per & Christman, 2008). These saccades involve repetitively moving
one’s eyes from side to side in response to a visual cue (e.g., Propper,
Pierce, Bellorado, Geisler, & Christman, 2007). A number of recent
studies incorporating a variety of verbal learning paradigms have
demonstrated that such eye movements can improve episodic
memory (e.g., Christman, Garvey, Propper, & Phaneuf, 2003; Christ-
man, Propper, & Dion, 2004; Lyle, Logan, & Roediger, 2008; Parker &
Dagnall, 2007). Further, some work suggests that these horizontal
saccadic eye movements can enhance the retrieval of non-verbal
episodic memories, such as memory for word color and location
(Parker, Relph, & Dagnall, 2008), intentionally-encoded object color
(Lyle, 2008), and memory for visual details gathered from a slide
show (Parker, Buckley, & Dagnall, 2009).
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The present studies test three primary assumptions derived
from this work. First, increased interhemispheric interaction
should benefit performance on a non-verbal object shape and spa-
tial location episodic memory task. Second, individuals with low
baseline interhemispheric interaction such as strong right-handers
(e.g., Habib et al., 1991; Lyle, Logan, & Roediger, 2008; Lyle, McCa-
be, & Roediger, 2008; Witelson, 1985) should particularly benefit
from horizontal saccadic eye movements (e.g., Christman, Propper,
& Brown, 2006; Lyle, Logan, & Roediger, 2008; Lyle, McCabe, &
Roediger, 2008). Finally, these eye movements should only im-
prove performance when they precede a task necessitating a high
degree of interhemispheric interaction (Christman et al., 2003,
2004, 2006). We begin by reviewing the literature demonstrating
the positive effects of eye movements on episodic memory, then
detail the motivation and hypotheses of our first study.

1.1. Eye movements and memory

The effects of rapid eye movements on episodic memory have
attracted the attention of researchers for several decades, most
notably (and controversially) as a potential treatment for post-
traumatic stress disorder (EMDR; for a review see Shapiro, 2002).
Recent work has examined rapid eye movements in non-clinical
and carefully controlled experimental settings in an attempt to
identify the mechanisms that might be responsible for their bene-
ficial effects on episodic memory. In 2003, Christman and col-
leagues demonstrated that participants showed higher sensitivity
on a recognition test when they performed horizontal saccadic
eye movements (relative to vertical or no movements) immedi-
ately prior to retrieval. Overall, participants were better able to dis-
criminate old versus new items after performing horizontal
relative to vertical or fixated eye movements. In a second study,
the authors applied the eye movement procedure to the retrieval
of autobiographical memories. Participants kept journals of unu-
sual personal events for a period of six days, and then two weeks
later they were tested for their memory of the recorded events.
Half of the participants performed horizontal eye movements
immediately prior to retrieval, and half watched a dot change col-
ors at the center of a computer monitor. Horizontal eye move-
ments nearly doubled participants’ sensitivity (d’) on the
retrieval test by increasing hit rates and decreasing false alarms.

Three later studies supported these results using verbal false
memory paradigms, demonstrating lower false alarm rates and
higher sensitivity following horizontal relative to fixated (Lyle,
Logan, & Roediger, 2008; Lyle, McCabe, & Roediger, 2008) and
vertical eye movements (Christman et al., 2004; Parker & Dagnall,
2007). In each study, the authors attributed the change in recogni-
tion sensitivity to an increase in interhemispheric communication
between the left and right prefrontal cortices. Three primary
neuroimaging findings support this idea. First, saccadic eye move-
ments to the left are associated with increased brain activity in the
contralateral hemisphere, providing some suggestion that bilateral
saccades may increase bilateral brain activity (Bakan & Svorad,
1969). Second, bilateral horizontal eye movements alter prefrontal
coherence (across hemispheres) in the Gamma frequency range
while measuring brain activity with electro-encephalography
(Propper et al., 2007). Finally, bilateral brain activity (particularly
prefrontal activity) is implicated in episodic memory retrieval, par-
ticularly with demanding recognition tasks (Nolde, Johnson, &
D’Esposito, 1998; Nolde, Johnson, & Raye, 1998). Taken together,
these findings suggest that horizontal eye movements increase
interhemispheric brain activity, and by doing so facilitate episodic
memory retrieval and increase sensitivity during recognition tests.

Few studies, however, have examined the utility of eye move-
ments in non-verbal memory paradigms (Lyle, 2008; Parker
et al., 2008, 2009); if the memory advantages seen with verbal

materials can be attributed to increased interhemispheric activity
then this effect should be seen across information formats. Like
verbal episodic memory retrieval, the retrieval of object shape
and spatial location information has also been shown to demand
bilateral brain activity, particularly during sequential old/new rec-
ognition tests (e.g., Kohler et al., 1998; Nolde, Johnson, & D’Espos-
ito, 1998; Nolde, Johnson, & Raye, 1998). The present studies test
whether memory for landmark shape and spatial location informa-
tion is improved following horizontal relative to vertical or fixated
eye movements.

Another finding from the eye movement literature is that the
benefits of horizontal eye movements are most evident in strongly
right-handed individuals (Lyle, Logan, & Roediger, 2008; Lyle, McC-
abe, & Roediger, 2008). This finding is most likely attributable to
right-handers having relatively low baseline interhemispheric
brain interactivity (Christman et al., 2003, 2004; Christman et al.,
2006), as evidenced by both neuroimaging (Nielsen, Abel, Lorrain,
& Montplaisir, 1990) and behavioral studies (Christman, 1993;
Hellige, 1993), and smaller overall corpus callosum sizes relative
to mixed- and left-handed individuals (Clarke & Zaidel, 1994; Cow-
ell, Kertesz, & Denenberg, 1993; Witelson, 1985). The notion is that
given their lower baseline hemispheric interactivity and smaller
corpus collosum size, strongly right-handed individuals are better
suited to benefit from horizontal eye movements than those who
are left-handed or only moderately right-handed. Further, given
previous reports of inferior episodic memory in strongly right-
handed individuals relative to the non-right-handed (e.g., Propper,
Christman, & Phaneuf, 2005), the former individuals may be partic-
ularly suited to benefit from measures designed to improve epi-
sodic memory retrieval.

1.2. Interhemispheric activity during encoding and retrieval

The hemispheric encoding/retrieval asymmetry (HERA) model
states that episodic encoding and retrieval processes involve pre-
dominantly left and right prefrontal activity, respectively (Habib,
Nyberg, & Tulving, 2003; Nyberg, Cabeza, & Tulving, 1996; Tulving,
Kapur, Craik, Moscovitch, & Houle, 1994). For instance, Owen and
colleagues used positron emissions tomography (PET) to record
brain activity during the encoding of object features and locations.
In two studies, they found that object feature (Owen, Milner,
Petrides, & Evans, 1996a) and location (Owen et al., 1996b) encod-
ing were both left-lateralized in the frontal, parietal, and temporal
lobes. In contrast, these same studies showed that retrieval of ob-
ject feature and location information was right-lateralized across
frontal brain regions. Similarly, Haxby et al. (1996) used PET to
examine the encoding and retrieval of human faces, and found left-
and right-lateralized frontal activity during memory encoding and
retrieval, respectively. In all of the above work, the authors used
two-alternative forced-choice recognition tasks.

Some work, in contrast, has demonstrated that unlike with
forced-choice tests, relatively demanding recognition tasks elicit
activity in both right and left prefrontal hemispheres during epi-
sodic memory retrieval (Nolde, Johnson, & D’Esposito, 1998; Nolde,
Johnson, & Raye, 1998). For instance, whereas simple forced-choice
recognition tasks appear to primarily activate the left prefrontal
cortex, relatively complex sequential old/new recognition tasks ap-
pear to activate both right and left prefrontal cortices (i.e., Buckner,
Koustaal, Schacter, Wagner, & Rosen, 1998). The ‘cortical asymme-
try of reflective activity’ (CARA) hypothesis summarizes several
decades worth of data and extends the HERA model by stating that
whereas encoding activity is primarily left-hemisphere dependent,
in certain circumstances retrieval activity is bilateral (Nolde,
Johnson, & D’Esposito, 1998; Nolde, Johnson, & Raye, 1998). It is
likely the case that memory tasks requiring relatively complex
reflective processes elicit involvement from the bilateral, rather
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than unilateral right, prefrontal cortex. According to the CARA
hypothesis, these processes are active during deliberate reflection,
maintenance, and the self-cuing process involved in deliberately
retrieving additional information in order to solve a retrieval task
(Johnson, 1997; Nolde, Johnson, & D’Esposito, 1998; Nolde, John-
son, & Raye, 1998). This notion is in line with dual-process models
of recognition memory, which state that the brain activity and cog-
nitive processes involved during retrieval vary as a function of the
demands imposed at test (Gardiner, 1988; Jacoby, 1991; Mandler,
1980). It is also in line with research showing that naive versus re-
peated episodic retrieval tasks tend to elicit bilateral (versus right
unilateral) activity in the prefrontal cortex, further suggesting that
the inherent processing complexity of a task is positively associ-
ated with the extent of bilateral prefrontal brain activity (Wagner
et al., 1997).

As mentioned above, the encoding of episodic memories is gen-
erally accepted as primarily left-hemisphere dependent, eliciting
little right-hemisphere activity. This finding holds across a variety
of stimulus types and experimental paradigms (for a review, see
Cabeza & Nyberg, 2000). Recent work examining bilateral horizon-
tal eye movements in episodic memory paradigms has consistently
required participants to perform eye movements between episodic
encoding and retrieval (Christman et al., 2003, 2004; Christman
et al., 2006; Lyle, Logan, & Roediger, 2008; Lyle, McCabe, & Roedi-
ger, 2008). Because some episodic retrieval tasks appear to involve
both left and right cortices, and horizontal eye movements seem to
increase interactivity between these two hemispheres, participants
show reliably increased task performance following horizontal rel-
ative to vertical or fixated eye movements. Our first experiment
tests whether eye movements placed immediately prior to encod-
ing versus prior to test would differentially affect memory perfor-
mance on a sequential old/new recognition test. We expect that
horizontal eye movements placed prior to retrieval will enhance
memory for landmark shape and location information. In contrast,
when these same eye movements are placed prior to encoding we
do not expect them to enhance memory. These hypotheses are
based on research demonstrating that the retrieval (i.e., Aguirre
& D’Esposito, 1997; Kohler et al., 1998; for a review, see Cabeza
& Nyberg, 2000), but not encoding (i.e., Kelley et al., 1998; Owen
et al,, 1996a), of landmark shape and location information de-
mands activation of the bilateral prefrontal cortex.'

2. Experiment 1

We used a non-verbal object appearance and spatial location
memory task that has been shown to recruit primarily unilateral
prefrontal brain regions during encoding but bilateral regions dur-
ing retrieval (e.g., Aguirre & D’Esposito, 1997; Kohler et al., 1998).
Participants learned an array of uniquely-shaped objects and then
completed a yes/no recognition task. Either horizontal, vertical, or
fixated eye movements were done immediately prior to or follow-
ing encoding. The recognition task differentially tested memory for
object shape and location information. We used this task to assess
whether the results found with verbal materials can be generalized
to non-verbal materials, and to assess whether eye movements can
enhance memory when they are placed prior to versus following
encoding. According to earlier work, it should be the case that hor-
izontal eye movements do not enhance the integration of object
location and shape information during encoding (given the unilat-
eral basis of this process), but do facilitate the retrieval of these
information types for application during a complex old/new recog-

! While not specifically considered here, object shape and location information are
also generally considered to be processed in the ventral (what) and dorsal (where)
pathways, respectively (i.e., Brown & Kosslyn, 1995; Goodale & Milner, 1992).

nition test (given the bilateral basis of this process). We also tested
whether any performance changes introduced by horizontal eye
movements are modulated by participant handedness. Recent
work suggests that episodic memory enhancements due to hori-
zontal eye movements are particularly pronounced in strongly
right-handed individuals (Lyle, Logan, & Roediger, 2008; Lyle, McC-
abe, & Roediger, 2008).

2.1. Method

2.1.1. Participants and design

A total of 72 right-handed Tufts University undergraduates (38
female; mean age 19.12) were recruited to participate for mone-
tary compensation. We used a mixed 3 (eye movement: horizontal
saccade, vertical saccade, fixation) x 2 (timing: eye movements be-
fore learning or before testing) design, with eye movement varied
within- and timing between-participants. The order of the three
eye movement conditions, as well as which of three stimulus sets
was associated with each condition, were counterbalanced in a La-
tin square design across participants. Half of the participants per-
formed eye movements immediately prior to learning (n =36, 20
female), and half immediately prior to testing (n = 36, 19 female).
Memory was tested using an object shape and spatial location
old/new recognition test. All procedures were jointly approved
by the Tufts University Institutional Review Board and the U.S.
Army Research Institute of Environmental Medicine Human Use
Review Committee.

2.1.2. Materials

2.1.2.1. Edinburgh handedness index. We used a modified version of
the Edinburgh index (Schachter, 1994) to determine the extent of
participant handedness on a continuum from left to right. Handed-
ness scores can range from —100 (strongly left) to +100 (strongly
right).

2.1.2.2. Maps. Four arrays of spatial (object location) and non-spa-
tial (object shape) information were developed using satellite
images of environments from industrial areas of Albany, NY, Pitts-
burgh, PA, Pheonix, AZ, and Atlanta, GA. Each array showed a
brown and green land background surface with multiple low-ele-
vation buildings. Each array was 1048 x 624 pixels, and was digi-
tally-manipulated to conform to the following constraints:
twelve uniquely-shaped landmarks (buildings), equal area occu-
pied by landmarks relative to background, and pseudo-randomly
placed landmarks with at least 3° visual angle separation from
one another.

2.1.2.3. Eye movement stimuli. Three eye movement tasks were con-
structed. The horizontal saccade task depicted a single black dot
subtending approximately 4° of visual angle, sequentially appear-
ing in left and right vertically-centered positions on the computer
monitor at 27° apart; the vertical saccade task was analogous to
this, but appeared in top and bottom horizontally-centered posi-
tions (Christman et al., 2003; Lyle, Logan, & Roediger, 2008; Lyle,
McCabe, & Roediger, 2008; Parker & Dagnall, 2007). The non-sac-
cade task depicted a single colored dot subtending 4° of visual an-
gle, sequentially appearing in the center position in six different
colors (red, orange, yellow, green, blue, and purple) (Christman
et al., 2006).

2.1.2.4. Recognition test. Four recognition tests were developed, one
for each stimulus set. Each task contained 18 trials and tested for
object shape and location memory by presenting a single test im-
age for yes/no verification. Test images were created by using the
original background image and digitally manipulating the presence
and absence of particular landmarks. On each trial, a single old
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(previously studied) or new (previously unstudied) object ap-
peared in either an old or new location against the otherwise ob-
ject-free background. In this way we tested for shape and
location memory in a 2 x 2 factorial design, crossing whether the
object was old or new, and whether the location was old or new.
The four trial types are as follows: old objects in their old locations
(nine trials), old objects in new but previously-occupied locations
(three trials), new objects in previously-occupied locations (three
trials), and new objects in previously-unoccupied locations (three
trials). Half of the trials were thus correct and half incorrect.
Fig. 1 depicts a recognition trial comprised of an old object in an
old location.

2.1.3. Procedure

Following informed consent, participants completed the Edin-
burgh Handedness Index, and were then seated at a 19” monitor
connected to a Macintosh computer running SuperLab 4.0 (Cedrus
Corporation., 2008). Participants completed four blocks: one prac-
tice and three experimental. The practice block involved a learning
period and then recognition test, precisely matching the experi-
mental block procedures but without an eye movement task. Each
experimental block involved one of the three eye movement con-
ditions (horizontal saccade, vertical saccade, and central fixation)
placed either immediately prior to learning or testing, as a function
of random group assignment.

In the horizontal eye movement condition, participants
watched a black dot move successively between left and right

Group 1: Eye movement before learning

Eye Movement

Group 2: Eye movement before testing

Fixation

positions at a rate of 500 ms per position, for a total of 30s. The
vertical eye movement condition was identical to this, but the
dot moved successively between upper and lower positions. The
non-saccade condition involved monitoring a central dot that ro-
tated through a 6-color sequence for a total of 30s. The experi-
menter confirmed that each participant was indeed tracking the
dot position. When eye movement preceded learning, a 31-s fixa-
tion followed map study to equate the study-test intervals across
the two participant groups (see Fig. 1). The spatial arrays were pre-
sented centered on the monitor for 120 s, and participants were in-
structed to learn everything they could about the array.

The old/new recognition test presented 18 trials in random or-
der, and participants responded true or false via keys labeled as
such (C and M, respectively). Each test trial timed out after 5s
without a response. Response times and accuracy were automati-
cally recorded for each trial. Overall, the recognition test took
approximately 30 s for participants to complete.

Participants took a 10-min break between each experimental
block to mitigate carry-over effects. During this time participants
walked around the building, talked to others, etc. We note that,
to our knowledge, this is the first reported study that varies eye
movement conditions within-participants. The duration of any
eye movement effects on brain activity is unknown; we thus chose
a large enough time period to allow participants to engage in activ-
ities entirely unrelated to the experimental paradigm. The 10-min
time period is also outside of the typical duration of increased neu-
ral excitability induced by transcranial magnetic stimulation of the

Recognition

Movement

18 tnals

Eye

Fixation

Recognition

18 tnals

Fig. 1. Experiment 1 procedure for administering eye movement, encoding, and testing, for each of the two timing groups.
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Table 1
Experiment 1 hit and false alarm rates.

Timing group and eye movement condition Hit rate False alarm rate
Pre-encoding M SD M SD
Horizontal .84 .15 .10 .20
Vertical .83 13 .10 .19
Fixation .84 13 .10 .19
Post-encoding M SD M SD
Horizontal .90 11 .04 11
Vertical .87 13 .10 21
Fixation .86 17 .10 18

human cortex (i.e., 3-4 min; Pasqual-Leone, Valls-Solé, Wasser-
mann, & Hallett, 1994); one might expect that saccadic eye move-
ments could produce similar-duration effects in the prefrontal
cortex, but this question remains unexplored.

2.2. Results

2.2.1. Handedness

Participant handedness ranged from +50 to +100, with a median
of 80 (SD = 15); handedness scores were approximately evenly dis-
tributed about the mean (Shapiro-Wilk's W= .94, p <.05).

2.2.2. Eye movements and memory: sensitivity

Table 1 details hit and averaged false alarm rates for the three
eye movement and two timing conditions. We used d-prime (d')
as a composite measure of recognition sensitivity?, and report Co-
hen’s d as a measure of effect size. A 3 (eye movement: horizontal
saccade, vertical saccade, fixation) x 2 (timing: eye movements be-
fore learning or before testing) mixed-model analysis of variance
(ANOVA) confirmed an effect of Eye Movement, F(2,140)=3.44,
p <.05, n? =.04. Paired t-tests revealed higher sensitivity following
horizontal eye movements relative to both vertical movements,
t(71)=2.26, p<.05, d=.27, and fixation, t(71)=2.16, p<.05,
d = .25 (vertical and fixation did not differ, t(71) =.06, p = .95).

The effect of eye movement interacted with timing, F(2,140) =
3.2, p<.05, n?=.04. As depicted in Fig. 2, sensitivity following
horizontal eye movements only increased when eye movements
preceded test; this effect was confirmed by an independent-sam-
ples t-test comparing the two timing groups for relative sensitivity
in the horizontal eye movement condition, t(70)=2.41, p <.05,
d=.57.

Overall, false alarm rates were low (M =.09, SD =.18), particu-
larly on recognition trials containing a new landmark in a new
location (M =.06, SD =.16). Recall that there were three possible
false alarm types: old objects in incorrect locations (“location
error”), new objects in previously-occupied locations (“shape
error”), and new objects in previously-unoccupied locations (“total
error”). In general, these three false alarm types were lower in the
horizontal eye movement condition (location error: M =.09,
SD=.19; shape error: M=.05, SD=.12; total error: M=.05,
SD = .16) relative to the vertical (location error: M =.16, SD = .24;
shape error: M = .09, SD = .18; total error: M = .06, SD = .16) and fix-
ated (location error: M=.12, SD=.20; shape error: M=.10,
SD =.18; total error: M =.07, SD = .16) conditions. A marginal effect
of eye movement supported this patternin a 3 (eye movement) x 2
(timing) x 3 (false alarm type) ANOVA, F(2,140)=2.66, p<.10,
n?=.04. This pattern did not interact with false alarm type,
F(4,280)=1.03, p=.39, but did interact marginally with timing,
F(2,140) =2.57, p <.10, n? = .03, suggesting that the above differ-

2 In cases where FA=0 or HIT = 1, we used a standard correction of 1/(2N) for FA
where N is the number of noise trials (9), and 1—-1/(2N) for HIT where N is the number
of signal trials (9). Further, sensitivity was calculated by collapsing across the three
possible false alarm types (which are later considered separately).

3
* ¥

T O Eyemovements

25 4 —I— ++ —P—}.— beforelearning

O Eyemovements
beforetesting

~N

Mean Sensitivity
=
in

[

0.5 -

Horizontal Vertical Fixated

Eye Movement

Fig. 2. Experiment 1 mean sensitivity and standard error on the recognition test for
the three eye movement conditions and two timing groups. Asterisks indicate
significant between-groups differences: *x = p <.05.

ences in false alarm rates were only present when eye movements
preceded test.

In general, response bias (using ¢, Macmillan & Creelman, 1991;
overall M =.08, SD =.25) did not vary as a function of eye move-
ment, F2,140)=.86, p>.10, #»?=.01, or timing group,
F(1,70)=2.4,p > .10,y = .03, and these two variables did not inter-
act, F(2,140)=1.29, p>.10, n* = .01.

2.2.3. Eye movements and memory: response time (for HITS)

There were no main effects of eye movement or timing. As with
sensitivity, eye movement interacted with timing, F(2,140) = 4.59,
p<.05, 1% =.06. As depicted in Fig. 3, response times were fastest
following horizontal eye movements, but only when the move-
ments preceded test rather than study; this effect was confirmed
in an independent-samples t-test, t(70) = 2.28, p <.05, d =.54. The
two timing groups did not differ for vertical eye movements,
t(70) = .89, p = .38, or fixation, t(70) = .38, p=.71.

2.2.4. Handedness and eye movements

To test whether strongly right-handed individuals were better
able to benefit from eye movements, we conducted two analysis
types: regression, and median split. Our first set of analyses tested
whether handedness scores on the Edinburgh index could predict
difference scores between the horizontal and fixated eye movement
conditions (horizontal-fixated). Higher difference scores thus
represent larger differences between an individual participant’s

1.4

1.35 4 *%

beforelearning
13 4 @ Eyemovements

beforetesting
1.25 -

1.2 4

O Eyemovements

1.15 -+

1.1 4

Mean Response Time (sec)

1.05 -

Horizontal Vertical Fixated

Eye Movement
Fig. 3. Experiment 1 mean response time (to HITS) and standard error on the

recognition test for the three eye movement conditions and two timing groups.
Asterisks indicate significant between-groups differences: = p <.05.
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sensitivity following horizontal relative to fixated eye movements.
Higher scores on the Edinburgh index indicate stronger right-
handedness. When eye movements preceded testing, right-hand-
edness was a significant predictor of sensitivity difference scores;
the association was positive, with higher Edinburgh scores predict-
ing higher difference scores,  =.22, t(35) = 1.97, p <.05. This effect
was marginal when using horizontal-vertical difference scores,
p=.22, t(35)=1.89, p=.06. No effects were found when these
analyses were done on data from when eye movements preceded
learning (all p’s >.10). These effects did not approach significance
when examining response times.

Our second set of analyses was performed using a median split
based on Edinburgh handedness scores. In the present data, hand-
edness scores ranged from 50 to 100, with a median of 80; a
median split produced a group of what we will label strong right-
handers (n=33) and mixed right-handers (n=39); those partici-
pants with a handedness score of 80 were considered mixed
right-handers. Within the pre-encoding timing group, there were
18 strong and 18 mixed right-handers; within the post-encoding
timing group, there were 15 strong and 21 mixed right-handers.
Within the pre-encoding timing group, we examined sensitivity
and response time measures between the strong and mixed
right-handers, and between the three eye movement conditions:
a 2 (right-handedness: strong, mixed) x 3 (eye movement: hori-
zontal saccade, vertical saccade, fixation) mixed-model ANOVA
on sensitivity data revealed no main or interactive effects of
right-handedness or eye movement (all Fs<1). The same was
found when examining response times. Within the post-encoding
timing group, however, sensitivity analyses revealed a marginal
interaction between right-handedness and eye movement condi-
tion, F(2,68)=2.65, p=.07, n%?=.06. To follow-up on this effect,
paired t-tests comparing fixated versus horizontal eye movements
in each of the two groups revealed that the strongly right-handed
benefitted from horizontal eye movements (fixated M =2.32,
SD =.88; horizontal M=2.69, SD=.51), t(14)=2.98, p<.01,
d=.77, whereas the mixed right-handed did not (fixated
M =236, SD=.67; horizontal M=2.35, SD=.74), t(20)=1.55,
p >.10, d = .34. Similar results were found when comparing vertical
versus horizontal eye movements in each of the two groups: strong
(vertical M=237, SD=.74; horizontal M=2.69, SD=.51),
t(14)=3.30, p < .01, d = .85, and mixed(vertical M =2.32, SD = .64;
horizontal M = 2.35, SD =.74), t(14) =.99, p > .10, d = .22. Response
time analyses did not show a significant interaction (F< 1).

2.3. Discussion

The present study confirmed three assumptions derived from
research on eye movements and interhemispheric communication
in the brain. First, we tested whether an old/new non-verbal epi-
sodic memory task would benefit from horizontal eye movements
much like what has been found with verbal tasks, and more re-
cently non-verbal tasks (i.e., Christman et al., 2003, 2004; Lyle,
2008; Lyle, Logan, & Roediger, 2008; Lyle, McCabe, & Roediger,
2008; Parker & Dagnall, 2007; Parker et al., 2008, 2009). We ex-
tend recent research by uniquely demonstrating enhanced retrie-
val of landmark shape and location information as a result of
horizontal eye movements. Indeed we found higher sensitivity,
lower false alarms, and faster response times when participants
performed horizontal eye movements prior to a sequential old/
new recognition test requiring precise knowledge of what land-
marks looked like (shape) and where they were located (spatial
location).

Second, we examined whether individuals with low baseline
interhemispheric interaction, as measured through handedness
(Clarke & Zaidel, 1994; Habib et al.,, 1991; Nielsen et al., 1990;
Witelson, 1985), would particularly benefit from horizontal eye

movements. In line with recent work demonstrating the pro-
nounced effectiveness of horizontal eye movements in the strongly
right-handed (Lyle, Logan, & Roediger, 2008; Lyle, McCabe, &
Roediger, 2008), both regression and median-split analyses reveal
that those with stronger right biases tend to show larger benefits
of horizontal eye movements.

Third, we examined whether horizontal eye movements could
enhance memory when they preceded the learning of landmark
shape and location information. The idea was that if horizontal
eye movements increase interhemispheric interactivity in the pre-
frontal cortex, the beneficial effects of these movements should
only be seen when the task that immediately follows eye move-
ment demands such interactivity. The encoding of shape and spa-
tial location information in episodic memory appears to be
predominantly left-lateralized in the prefrontal cortex (e.g., Buck-
ner et al., 1998; Owen et al., 1996a, 1996b). As such, we did not ex-
pect that the acquisition of these information types would benefit
from horizontal eye movements prior to encoding. This hypothesis
was borne out, with this group of participants showing no perfor-
mance changes with horizontal eye movements relative to fixation
or vertical eye movements. It remains to be seen, of course,
whether horizontal eye movements may enhance encoding when
bilateral brain activity is demanded by the encoding task.

3. Experiment 2

Our second experiment examines whether the effects seen at
retrieval in Experiment 1 can be modulated by the extent to which
the retrieval task demands right and left prefrontal activity. The
CARA hypothesis posits that the hemispheric basis of activity in
the prefrontal cortex is contingent upon the reflective demands
of a retrieval task (Nolde, Johnson, & D’Esposito, 1998; Nolde, John-
son, & Raye, 1998). One consistent finding is that relatively simple
recognition tests, such as two-alternative forced-choice, primarily
rely upon the right prefrontal cortex (e.g., Haxby et al., 1996; Mos-
covitch, Kapur, Kohler, & Houle, 1995; Owen et al., 1996b); in con-
trast, relatively complex sequential old/new recognition tests rely
upon both prefrontal cortices (i.e., Buckner et al., 1998; Rugg,
Fletcher, Frith, Frackowiak, & Dolan, 1996; Tulving, Markowitsch,
Craik, Habib, & Houle, 1996). The latter was used in Experiment
1, and showed beneficial effects of horizontal eye movements
when it immediately preceded recognition.

The second experiment attempts to replicate the effect of hori-
zontal eye movements on old/new recognition performance and
specifically compare it with a forced-choice recognition test. Old/
new recognition tasks involve more elaborate recollective process-
ing relative to forced-choice recognition tests, which are thought to
be more dependent on familiarity (i.e., Aggleton & Shaw, 1996;
Bastin & Van der Linden, 2003). Recent work suggests that eye
movements (Parker et al., 2008) and mixed handedness (Propper
& Christman, 2004) may enhance recollection by increasing hit
rates and reducing false alarms during recognition. One explanation
for these findings is that increased bilateral brain activity leads to
increased performance on recognition tests that place demands
on relatively associative and recollective memory processes
(Parker et al., 2008). If this is the case, then horizontal eye move-
ments should be particularly effective at enhancing performance
when they precede old/new but not forced-choice recognition tests.

3.1. Method

3.1.1. Participants and design

A total of 72 right-handed Tufts University undergraduates (38
female; mean age 19.12) were recruited to participate for mone-
tary compensation. We used a mixed 3 (eye movement: horizontal
saccade, vertical saccade, fixation) x 2 (test type: forced-choice,
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old/new) design, with eye movement varied within- and test type
between-participants. The order of the three eye movement condi-
tions, as well as which of three stimulus sets was associated with
each condition, were counterbalanced in a Latin square across par-
ticipants. Half of the participants performed the forced-choice rec-
ognition test (n =36, 20 female) and half the sequential old/new
recognition test (n = 36, 18 female).

3.1.2. Materials

3.1.2.1. Edinburgh handedness index. As in Experiment 1, we used a
modified version of the Edinburgh index to assess participant
handedness (Schachter, 1994).

3.1.2.2. Maps and eye movement stimuli. We used the same maps
and eye movement stimuli as in Experiment 1.

3.1.2.3. Recognition tests. The sequential old/new recognition test
matched that used in Experiment 1. The forced-choice recognition
test used a two-alternative configuration. The task contained 12
trials which tested for object shape and location memory. On
each trial, two stimulus arrays were presented to the left and
right of center. Each map depicted a single old (previously stud-
ied) or new (previously unstudied) object presented in either an
old or new location against the otherwise object-free background.
Half of the trials depicted the target (old) stimulus on the left,
and half on the right. A second version of each test reversed
the location of the correct stimulus (left to right, right to left),
across participants.

3.1.3. Procedure

The procedure followed that of Experiment 1 when eye move-
ments preceded testing, with the addition of the forced-choice rec-
ognition test. The forced-choice recognition test presented trials in
random order, and participants selected which of two stimuli dis-
played to the left and right of center was correct (old). Participants
responded ‘left’ or ‘right’ via keys labeled as such (C and M, respec-
tively). As in Experiment 1, each test trial timed out after 5 s with-
out a response, and response times and accuracy were
automatically recorded.

3.2. Results

3.2.1. Handedness

Participant handedness ranged from +40 to +100, with a median
of 80 (SD = 16); handedness scores were approximately evenly dis-
tributed about the mean (Shapiro-Wilk's W= .94, p <.05).

3.2.2. Eye movements and memory: sensitivity

Table 2 details hit rates and averaged false alarm rates for the
three eye movement and two timing conditions. As in Experiment
1, we used d-prime (d’) as a composite measure of recognition sen-
sitivity, and report Cohen’s d as a measure of effect size. A 3 (eye
movement: horizontal saccade, vertical saccade, fixation) x 2 (test
type: forced-choice, old/new) mixed-model analysis of variance
(ANOVA) confirmed an eye movement by test type interaction,
F(2,140) =3.35, p<.05, #?=.05. Within the old/new test group,
paired t-tests revealed higher sensitivity following horizontal eye
movements relative to both vertical movements, t(35)=2.29,
p<.05, d=.38, and fixation, t(35)=2.51, p<.05, d=.41 (vertical
and fixation did not differ, ¢(35) = .42, p = .68). These effects were
not found in the forced-choice group (all t's<1). As depicted in
Fig. 4, sensitivity following horizontal eye movements only in-
creased on the old/new test type; this effect was confirmed by an
independent-samples t-test comparing the two test type groups
for relative sensitivity in the horizontal eye movement condition,
t(70)=2.25, p<.05,d =.53.

Table 2
Experiment 2 hit and false alarm rates.

Test type group and eye movement condition Hit rate False alarm rate
2AFC test M SD M SD
Horizontal .93 .09 .08 .15
Vertical .89 12 11 .16
Fixation .93 .09 .09 .16
Old/new test M SD M SD
Horizontal .86 .09 .06 .15
Vertical .80 12 11 .16
Fixation .80 .09 11 .16
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Fig. 4. Experiment 2 mean sensitivity sand standard error on the recognition test
for the three eye movement conditions and two test type groups. Asterisks indicate
significant between-groups differences: *x = p <.05.

Overall, false alarm rates were low (M =.09, SD =.03), particu-
larly on recognition trials containing a new landmark in a new
location (M =.07, SD =.02). Replicating Experiment 1, the three
false alarm types were generally lower in the horizontal eye move-
ment condition (location error: M=.06, SD=.15; shape error:
M = .08, SD = .14; total error: M = .05, SD = .19) relative to the verti-
cal (location error: M =.12, SD =.18; shape error: M =.10, SD =.18;
total error: M =.09, SD =.19) and fixated (location error: M =.11,
SD =.20; shape error: M=.10, SD=.20; total error: M=.09,
SD =.18) conditions. A marginal effect of eye movement supported
this pattern in a 3 (eye movement) x 2 (test type) x 3 (false alarm
type) ANOVA, F(2,140) = 2.81, p <.10, #? = .04. This pattern did not
interact with false alarm type, F(4,280) = .43, p =.79, but did inter-
act marginally with test type, F(2,140) = 2.63, p < .10, % =.02, sug-
gesting that the above differences in false alarm rates were only
present with the old/new and not the forced-choice test.

3.2.3. Eye movements and memory: response time (for HITS)

A main effect of test type revealed overall faster response times
on the old/new test (M=1.28, SE=.03) relative to the forced-
choice test (M =1.91, SE=.03), F(2,140)=7.21, p<.01, n*=.723.
As with sensitivity, eye movement interacted with test type,
F(2,140) = 5.42, p < .05, #* = .07. In the old/new test group, response

3 Note that this effect runs counter to the notion that old/new tests are more
demanding than forced-choice tests (i.e., Yonelinas, 2002). However, we note that
with the forced-choice test, participants must study two arrays (rather than one) in
order to make an accurate determination. Further, it is debated whether response
time measures can accurately index the “difficulty” of component processes involved
in task completion; for instance, time taken to complete two familiarity judgments
may exceed that taken to perform a single recollective judgment, despite the relative
complexity of the latter (see also, Dewhurst, Holmes, Brandt, & Dean, 2006; Gardiner,
Konstantinou, Karayianni, & Gregg, 2005; Nolde et al., 1998).



286 T.T. Brunyé et al./Brain and Cognition 70 (2009) 279-288

25
O Old/New Test

o 2
@ —I— —I—
'E' O Forced-Choice Test
E
= 15 -
3
c
]
o
e
o
[T}
= 05

0 - | I I

Horizontal Vertical Fixated

Eye Movement

Fig. 5. Experiment 2 mean response time (to HITS) and standard error on the
recognition test for the three eye movement conditions and two test groups.

times were fastest following horizontal eye movements relative to
vertical, t(35)=3.23, p<.01, d=.54, and fixated, t(35)=4.49,
p<.01, d=.75, eye movements (see Fig. 5). This was not the case
with the forced-choice test (all t's<1).

3.2.4. Handedness and eye movements: sensitivity

As in Experiment 1, we tested whether strongly right-handed
individuals were better able to benefit from eye movements, by
using two analysis types: regression, and median split. Regression
analyses revealed that within the old/new test type, right-handed-
ness was a significant predictor of sensitivity difference (horizon-
tal-fixation) scores; the association was positive, with higher
Edinburgh scores predicting higher difference scores, p=.64,
t(35)=4.81, p <.01. This effect was also evident when using hori-
zontal-vertical difference scores, p = .42, t(35)=2.71, p <.01. No ef-
fects were found when performing these analyses with difference
scores from the forced-choice test (all p’s >.10).

Our second set of analyses was performed using a median split
based on Edinburgh handedness scores. In the present data, hand-
edness scores ranged from 40 to 100, with a median of 80; a med-
ian split produced a group of what we will label strong right-
handers (n=38) and mixed right-handers (n=34); those partici-
pants with a handedness score of 80 were considered mixed
right-handers. Within the forced-choice test type group, there were
18 strong and 18 mixed right-handers; within the old/new test
type group, there were 20 strong and 16 mixed right-handers.
Within the forced-choice test type group, we examined sensitivity
and response time measures between the strong and mixed right-
handers, and between the three eye movement conditions: a 2
(right-handedness: strong, mixed) x 3 (eye movement: horizontal
saccade, vertical saccade, fixation) mixed-model ANOVA on sensi-
tivity data revealed no main or interactive effects of Right-handed-
ness or eye movement (all p’s >.10). The same was found when
examining response times. Within the old/new test type group,
however, sensitivity analyses revealed an interaction between
Right-handedness and eye movement condition, F(2,68)=5.67,
p <.01, #% =.13. To follow-up on this effect, paired t-tests compar-
ing fixated versus horizontal eye movements in each of the two
handedness groups revealed that the strongly right-handed bene-
fitted from horizontal eye movements (fixated M =2.14, SD = .81;
horizontal M = 2.50, SD =.59), t(19) = 4.47, p <.01, d = 1.0, whereas
the mixed right-handed did not (fixated M =2.29, SD =.50; hori-
zontal M = 2.17,5D = .68), t(15) =.77, p > .10, d = .19. Similar results
were found when comparing vertical versus horizontal eye move-
ments in each of the two groups: strong (vertical M=2.21,
SD=.74; horizontal M=2.50, SD=.59), t(19)=2.50, p<.05,

d=.56, and mixed (vertical M=2.26, SD=.54; horizontal
M=2.17, SD=.68), t(15)=.62, p>.10, d=.15, respectively. Re-
sponse time analyses did not show a significant interaction (F< 1).

In general, response bias (overall M =.08, SD =.28) did not vary
as a function of eye movement, F(2,140) =.26, p>.10, %< .01, or
timing group, F(1,70) = .4, p >.10, #? < .01, and these two variables
did not interact, F(2,140)=.13, p>.10, 5*> <.01.

3.3. Discussion

As hypothesized, we replicated Experiment 1 results demon-
strating increased old/new recognition sensitivity following hori-
zontal relative to vertical or fixated eye movements; with the
forced-choice test, however, performance did not vary as a func-
tion of eye movements. These results converge with a dual-process
model of recognition memory, suggesting that forced-choice tasks
are served by familiarity and old/new tasks are potentially served
by both familiarity and relatively complex recollective processes
(Bastin & Van der Linden, 2003; Gardiner, 1988; Jacoby, 1991;
Mandler, 1980). Recent work posits that success in recollection is
related to both frontal executive function (Anderson et al., 2008)
and the extent of prefrontal brain activity as measured by fMRI
(for a review, see Skinner and Fernandes, 2007). These same results
do not hold for tests of familiarity. These findings suggest that rec-
ollection and familiarity are supported by or require dissociated
patterns of brain activity, particularly in the frontal lobes. Results
of the present studies suggest that recollective (but not familiar-
ity-based) processes that are the locus of the prefrontal cortex
might be particularly enhanced by horizontal saccadic eye move-
ments. Finally, we support the results of Experiment 1, in that
strongly right-handed individuals benefitted most from these eye
movements; again, this effect only occurred on the old/new and
not the forced-choice recognition test.

4. General discussion

Given the work demonstrating a high degree of bilateral pre-
frontal brain activity during the retrieval of shape and location
memory during sequential old/new recognition tests (e.g., Buckner
et al., 1998; Kohler et al., 1998; Nolde, Johnson, & D’Esposito, 1998;
Nolde, Johnson, & Raye, 1998), the present results support the no-
tion that horizontal relative to vertical or fixated eye movements
enhance interhemispheric interactivity and benefit episodic mem-
ory retrieval. Unilateral saccades increase prefrontal brain activity
in the contralateral hemisphere (Bakan & Svorad, 1969). When eye
movements are done bilaterally, this effect may lead to increased
interactivity between the two prefrontal hemispheres; indeed re-
cent work finds altered EEG coherence in these brain areas follow-
ing horizontal eye movements (Propper et al., 2007). Hemispheric
interactivity may help integrate activities that are typically the lo-
cus of left (production of information, monitoring specific memory
characteristics; Cabeza, Locantore, & Anderson, 2003) and right
(monitoring of general or undifferentiated information; Mitchell,
Johnson, Raye, & Greene, 2004) prefrontal cortices.

Relatively complex old/new recognition tests involve bilateral
prefrontal activation for successful performance (see the CARA
hypothesis; Nolde, Johnson, & D’Esposito, 1998; Nolde, Johnson,
& Raye, 1998). The old/new task reliably elicited effects of horizon-
tal eye movements across both experiments, unlike the relatively
simple forced-choice test. It appears to be the case that horizontal
saccadic eye movements do not benefit performance on all epi-
sodic memory tasks, but rather only those that demand bilateral
brain activity. Our results support the notion that horizontal eye
movements facilitate interhemispheric communication, and pro-
vide further support for the CARA hypothesis. In a general sense,
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horizontal eye movements increased sensitivity and decreased re-
sponse times on old/new recognition tests. To our knowledge, this
is the first evidence that horizontal eye movements might improve
response times on recognition tests involving the recollection of
item-specific (i.e., shape) and contextual (i.e., location) informa-
tion. It could be the case that an increase in bilateral activity in
the prefrontal cortex enhances the retrieval of associated landmark
location and shape information, and thus cueing a single object
property at test quickly activates memory for the “missing” object
property (i.e., shape or location). Evidence for such a process comes
from work demonstrating that relatively rapid recollection can oc-
cur in cases where test items are designed to cue contextual details
about an item (Dewhurst et al., 2006; Gardiner et al., 2005). In any
case, more research is needed to specifically associate interhemi-
spheric interactivity in the prefrontal cortex to the types of benefits
seen in the present study.

In both experiments we found evidence that strongly right-
handed individuals stand to benefit more from horizontal eye
movements relative to those without strong right-handedness. This
finding further supports the theory that horizontal eye movements
enhance interhemispheric activity, as it posits that the effectiveness
of these eye movements should be predicted by the degree of par-
ticipant right-handedness (Christman et al., 2003; Propper & Christ-
man, 2004). It seems to be the case that individuals with lower
baseline interhemispheric interactivity (the strongly right-handed)
benefit more from horizontal eye movements than those with rela-
tively high baseline activity. In fact, recent work suggests that those
with mixed handedness may actually suffer on episodic memory
tests relative to the strongly right-handed following horizontal
eye movements (see Lyle, Logan, & Roediger, 2008; Lyle, McCabe,
& Roediger, 2008 for an explanation of this effect).

Additional research is needed, including the examination of the
distinct neural areas that may be differentially activated by retrie-
val tasks following horizontal versus vertical or fixated eye move-
ments. At present, it appears to be the case that horizontal eye
movements can benefit episodic memory retrieval for not only
verbal information, but also spatial information that requires the
recollection of associated landmark shape and location. This effect
is only found when the memory task demands bilateral brain activ-
ity, and appears to be particularly true for strongly right-handed
individuals. These findings hold promise for enhanced spatial
learning and navigation performance in individuals with low base-
line interhemispheric activation. Horizontal eye movements may
be one way to facilitate optimal binding of spatial and non-spatial
information prior to the retrieval and application of knowledge to
complex spatial tasks.

Acknowledgement

This work was supported by a contract from the United States
Army Natick Soldier Research, Development and Engineering Cen-
ter. The opinions expressed herein are those of the authors and do
not reflect those of the United States Army. We thank William Shi-
rer and several research assistants for their careful data collection
and scoring. We also thank Keith Lyle, Andrew Parker, and Ruth
Propper for their helpful and thorough comments on earlier ver-
sions of this manuscript.

References

Aggleton, J. P., & Shaw, C. (1996). Amnesia and recognition memory: A re-analysis of
psychometric data. Neuropsychologia, 34, 51-62.

Aguirre, G. K., & D’Esposito, M. (1997). Environmental knowledge is subserved by
separable dorsal/ventral neural areas. Journal of Neuroscience, 17, 2512-2518.

Anderson, N. D,, Ebert, P. L., Jennings, J. M., Grady, C. L., Cabeza, R., & Graham, S. ].
(2008). Recollection- and familiarity-based memory in healthy aging and
amnestic mild cognitive impairment. Neuropsychology, 22, 177-187.

Bakan, P., & Svorad, D. (1969). Resting EEG alpha asymmetry of reflective lateral eye
movements. Nature, 223, 975-976.

Bastin, C., & Van der Linden, M. (2003). The contribution of recollection and
familiarity to recognition memory: A study of the effects of test format and
aging. Neuropsychology, 17, 14-24.

Brown, H. D., & Kosslyn, S. M. (1995). Hemispheric differences in visual object
processing: Structural versus allocation theories. In R. J. Davidson & K. Hugdahl
(Eds.), Brain asymmetry (pp. 77-97). Cambridge, MA: MIT Press.

Brunyé, T. T., & Taylor, H. A. (2008a). Working memory in developing and applying
mental models from spatial descriptions. Journal of Memory and Language, 58,
701-729.

Brunyé, T. T., & Taylor, H. A. (2008b). Extended experience benefits spatial mental
model development with route but not survey descriptions. Acta Psychologica,
127, 340-354.

Buckner, R. L., Koustaal, W., Schacter, D. L., Wagner, A. D., & Rosen, B. R. (1998).
Functional-anatomic study of episodic retrieval using fMRI: I. Retrieval effort
vs. retrieval success. Neuroimage, 7, 151-162.

Cabeza, R, Locantore, ]. K., & Anderson, N. D. (2003). Lateralization of prefrontal
activity during episodic memory retrieval: Evidence for the production-
monitoring hypothesis. Journal of Cognitive Neuroscience, 15, 249-259.

Cabeza, R., & Nyberg, L. (2000). Imaging cognition II: An empirical review of 275 PET
and fMRI studies. Journal of Cognitive Neuroscience, 12, 1-47.

Cedrus Corporation. (2008). SuperLab Pro: Experimental Laboratory Software
(Version 4.0.7b) [Computer software]. San Pedro, CA.

Christman, S. D. (1993). Handedness in musicians: Bimanual constraints on
performance. Brain and Cognition, 22, 266-272.

Christman, S. D., Garvey, K. ], Propper, R. E., & Phaneuf, K. A. (2003). Bilateral eye
movements enhance the retrieval of episodic memories. Neuropsychology, 17,
221-229.

Christman, S. D., Propper, R. E., & Brown, T. J. (2006). Increased interhemispheric
interaction is associated with earlier offset of childhood amnesia.
Neuropsychology, 20, 336-345.

Christman, S. D., Propper, R. E., & Dion, A. (2004). Increased interhemispheric
interaction is associated with decreased false memories in a verbal converging
semantic associates paradigm. Brain and Cognition, 56, 313-319.

Clarke, J. M., & Zaidel, E. (1994). Anatomical-behavioral relationships: Corpus
callosum morphometry and hemispheric specialization. Behavioral Brain
Research, 64, 185-202.

Cowell, P. E., Kertesz, A, & Denenberg, V. H. (1993). Multiple dimensions of
handedness and the human corpus callosum. Neurology, 43, 2353-2357.

Dewhurst, S. A., Holmes, S. J., Brandt, K. R, & Dean, G. M. (2006). Measuring the
speed of the conscious components of recognition memory: Remembering is
faster than knowing. Consciousness and Cognition, 15, 147-162.

Gardiner, J. M. (1988). Functional-aspects of recollective experience. Memory and
Cognition, 16, 309-318.

Gardiner, J. M., Konstantinou, I., Karayianni, I, & Gregg, V. (2005). Memory
awareness following speeded compared with unspeeded picture recognition.
Experimental Psychology, 52, 140-149.

Goodale, M. A., & Milner, A. D. (1992). Separate visual pathways for perception and
action. Trends in Neuroscience, 15, 20-25.

Habib, M., Gayraud, D., Oliva, A, Regis, J., Salamon, G., & Khalil, R. (1991). Effects of
handedness and sex on the morphology of the corpus callosum: A study with
brain magnetic resonance imaging. Brain and Cognition, 16, 41-61.

Habib, R, Nyberg, L., & Tulving, E. (2003). Hemispheric asymmetries of memory:
The HERA model revisited. Trends in Cognitive Sciences, 7, 241-245.

Haxby, J. V., Ungerleider, L. G., Horwitz, B., Maisog, J. M., Rapoport, S. I, & Grady, C. L.
(1996). Face encoding and recognition in the human brain. Proceedings of the
National Academy of Sciences, 93, 922-927.

Hegarty, M., & Kozhevnikov, M. (1999). Types of visual-spatial representations and
mathematical problem solving. Journal of Educational Psychology, 91, 684-689.

Hellige, J. B. (1993). Hemispheric asymmetry: What's right and what’s left. Cambridge,
MA: Harvard University Press.

Jacoby, L. L. (1991). A process dissociation framework - Separating the conscious
and unconscious influences of memory. Journal of Memory and Language, 30,
513-514.

Johnson, M. K. (1997). Identifying the origin of mental experience. In M. S.
Myslobodsky (Ed.), The mythomanias: The nature of deception and self-deception
(pp. 133-180). Mahwah, NJ: Erlbaum.

Kelley, W. M., Miesin, F. M., McDermott, K. B., Buckner, R. L., Raichle, M. E., Cohen, N.
J., et al. (1998). Hemispheric specialization in human dorsal frontal cortex and
medial-temporal lobe for verbal and nonverbal memory encoding. Neuron, 20,
927-936.

Kohler, S., Moscovitch, M., Winocur, G., Houle, S., & McIntosh, A. R. (1998). Networks
of domain-specific and general regions involved in episodic memory for spatial
location and object identity. Neuropsychologia, 36, 129-142.

Lyle, K. B. (2008). Saccade-induced retrieval enhancement depends on whether
information is intentionally or incidentally encoded. Poster presentation at the
2008 annual meeting of the Association for Psychological Science.

Lyle, K. B., Logan, J. M., & Roediger, H. L. III, (2008). Eye movements enhance
memory for individuals who are strongly right-handed and harm it for
individuals who are not. Psychonomic Bulletin and Review, 15, 515-520.

Lyle, K. B., McCabe, D. P., & Roediger, H. L. IIl., (2008). Handedness is related to
memory via hemispheric interaction: Evidence from paired associate recall and
source memory tests. Neuropsychology, 22, 523-530.

Macmillan, N. A, & Creelman, C. D. (1991). Detection theory: A user’s guide.
Cambridge, England: Cambridge University Press.



288 T.T. Brunyé et al./Brain and Cognition 70 (2009) 279-288

Mandler, G. (1980). Recognizing - The Judgment of Previous Occurrence.
Psychological Review, 87, 252-271.

Mitchell, K. J., Johnson, M. K., Raye, C. L., & Greene, E. ]. (2004). Prefrontal cortex
activity associated with source monitoring in a working memory task. Journal of
Cognitive Neuroscience, 16, 921-934.

Moscovitch, M., Kapur, S., Kohler, S., & Houle, S. (1995). Distinct neural correlates of
visual long term memory for spatial location and object identity: A positron
emission tomography study in humans. Proceedings of the National Academy of
Sciences USA, 92, 3721-3725.

Nielsen, T., Abel, A., Lorrain, D., & Montplaisir, J. (1990). Interhemispheric EEG
coherence during sleep and wakefulness in left- and right-handed subjects.
Brain and Cognition, 14, 113-125.

Nolde, S. F., Johnson, M. K., & D’Esposito, M. (1998). Left prefrontal activation during
episodic remembering: An event-related fMRI study. NeuroReport, 9, 3509-
3514.

Nolde, S. F., Johnson, M. K., & Raye, C. L. (1998). The role of the prefrontal cortex
during tests of episodic memory. Trends in Cognitive Sciences, 2, 399-406.

Nyberg, L., Cabeza, R., & Tulving, E. (1996). PET studies of encoding and retrieval:
The HERA model. Psychonomic Bulletin and Review, 3, 135-148.

Owen, A. M., Milner, B., Petrides, M., & Evans, A. C. (1996a). Memory for object
features vs. memory for object location: A positron-emission tomography study
of the encoding and retrieval processes. Proceedings of the National Academy of
Sciences USA, 93, 9212-9217.

Owen, A. M., Milner, B., Petrides, M., & Evans, A. C. (1996b). A specific role for the
right-parahippocampal gyrus in the retrieval of object-location: A positron
emission tomography study. Journal of Cognitive Neuroscience, 8, 588-612.

Parker, A., & Dagnall, N. (2007). Effects of bilateral eye movements on gist based
false recognition in the DRM paradigm. Brain and Cognition, 63, 221-225.

Parker, A., Buckley, S., & Dagnall, N. (2009). Reduced misinformation effects
following saccadic bilateral eye movements. Brain and Cognition, 69, 89-97.

Parker, A., Relph, S., & Dagnall, N. (2008). Effects of bilateral eye movements on the
retrieval of item, associative and contextual information. Neuropsychology, 22,
136-145.

Pasqual-Leone, A., Valls-Solé, ]., Wassermann, E. M., & Hallett, M. (1994). Responses
to rapid-rate transcranial magnetic stimulation of the human motor cortex.
Brain, 117, 847-858.

Propper, R., & Christman, S. D. (2004). Mixed- versus strong right-handedness is
associated with biases towards ‘“remember” versus “know” judgments in

recognition memory: Role of interhemispheric interaction. Memory, 12,
707-714.

Propper, R. E., & Christman, S. D. (2008). Interhemispheric interaction and saccadic
horizontal eye movements: Implications for episodic memory, EMDR, and PTSD.
Journal of EMDR Practice and Research, 2, 269-281.

Propper, R. E., Christman, S. D., & Phaneuf, K. A. (2005). A mixed-handed advantage
in episodic memory: A possible role of interhemispheric interaction. Memory
and Cognition, 33, 751-757.

Propper, R. E., Pierce, J., Bellorado, N., Geisler, M. W., & Christman, S. D. (2007). Effect
of bilateral eye movements on frontal interhemispheric gamma EEG coherence:
Implications for EMDR therapy. Journal of Nervous and Mental Disease, 195,
785-788.

Rugg, M. D., Fletcher, P. C, Frith, C. D., Frackowiak, R. S. J., & Dolan, R. J. (1996).
Differential activation of the prefrontal cortex during successful and
unsuccessful memory retrieval. Brain, 119, 2073-2083.

Schachter, S. C. (1994). Ambilaterality: Definition from handedness preference
questionnaires and potential significance. International Journal of Neuroscience,
77,47-51.

Shapiro, F. (2002). EMDR twelve years after its introduction: A review of past,
present, and future directions. Journal of Clinical Psychology, 58, 1-22.

Skinner, E., & Fernandes, M. A. (2007). Neural correlates of remembering and
knowing at retrieval: A review of neuroimaging and patient data.
Neuropsychologia, 45, 2163-2179.

Tulving, E., Kapur, S., Craik, F. I. M., Moscovitch, M., & Houle, S. (1994). Hemispheric
encoding/retrieval asymmetry in episodic memory: Positron emission
tomography findings. Proceedings of the National Academy of Science, 91,
2016-2020.

Tulving, E., Markowitsch, H. ]., Craik, F. . M., Habib, R, & Houle, S. (1996). Novelty
and familiarity activations in PET studies of memory encoding and retrieval.
Cerebral Cortex, 6, 71-79.

Wagner, A. D., Buckner, R. L., Koutstaal, W., Schacter, D. L., Gabrieli, D. E., & Rosen, B.
R. (1997). An fMRI study of within- and across-task item repetition during
semantic classification. Abstracts of the Cognitive Neuroscience Society (pp. 68).
Boston, MA.

Witelson, S. F. (1985). The brain connection: The corpus callosum is larger in left-
handers. Science, 229, 665-668.

Yonelinas, A. P. (2002). The nature of recollection and familiarity: A review of 30
years of research. Journal of Memory and Language, 46, 441-517.



	Horizontal saccadic eye movements enhance the retrieval of landmark shape  and location information
	Introduction
	Eye movements and memory
	Interhemispheric activity during encoding and retrieval

	Experiment 1
	Method
	Participants and design
	Materials
	Edinburgh handedness index
	Maps
	Eye movement stimuli
	Recognition test

	Procedure

	Results
	Handedness
	Eye movements and memory: sensitivity
	Eye movements and memory: response time (for HITS)
	Handedness and eye movements

	Discussion

	Experiment 2
	Method
	Participants and design
	Materials
	Edinburgh handedness index
	Maps and eye movement stimuli
	Recognition tests

	Procedure

	Results
	Handedness
	Eye movements and memory: sensitivity
	Eye movements and memory: response time (for HITS)
	Handedness and eye movements: sensitivity

	Discussion

	General discussion
	Acknowledgement
	References


